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Introduction. 

This paper gives a brief description of the external and internal anatomy 
of a new species of the Copepod genus Ophioica (Stephensen, 1933), which was 
found within the Ophiuroid Ophiacantha imago (Lyman, 1882). 1 propose 

to call this new species Ophioica asymmctrica. Through the kindness of 
Dr. Isabella Cordon, 1 have been able to examine three specimens of this 
Copepod, which were obtained from two specimens of the host Ophiuroid. 
The latter came from the* Southern Indian Ocean and the Ross area, namely :— 

‘ Challenger. ’ Stn. 150, Jat. 52° 4' S.,long. 71°22'E. 150 fins., February 2nd, 
1874 (containing one specimen of the Copepod). 

‘Discovery.’ Stn. No. 5.9.14-17. Winter Quarters (Ross Sea area), 1907 
(containing two specimens of the Copepod). 

The occurrence of Copepods as endoparasites of Ophiuroids is rather rare. 
Stephenson (1933) quotes :— 

Philichthys amphiurae (H6rouard, 1900). 

Chordeumiurn obesum (Jungersen, 1912). 

A? throchordeumium appendicvlomm (Stephenson, 1918). 

References to these species are given in Mortensen and Stephenson (1918). 
To these must be added (Stephensen, 1933, 1935) :— 

Arthrochordeumium asteromorphae (Stephensen, 1933). 

Ophioica ophiacanthae (Stephensen, 1933). 

Ophioica appendiculata (Stephensen, 1935). 

Most frequently, only the external features of these parasites have been 
examined, purely from a taxonomic point of view. Since the present material 
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proved suitable for sectioning, some of the details of the internal anatomy 
could also be made out and it therefore seemed of interest to give this brief 
account of that anatomy. 

General relationships with the host. 

When the material was received for examination, the Copepods had been 
removed from their hosts, but it is probable that their position within the 
Ophiuroid is the same as that of Ophioica ophiacanthae within Ophiacantha 
severa, namely, inter-radial and within one of the bursae (Stephenson, 1933). 
The presence of the parasite within causes a slight swelling of the aborai surface 
of the Ophiuroid and in preserved specimens this is the only sign of infection 
with Ophioica. In the present material it was not possible to ascertain the 
effects of the presence of the Copepod more precisely, but it is clear that there 
is some considerable reaction on the part of the host, as the parasite is firmly 
embedded in a mass of Ophiuroid tissue which closely invests the surface of the 
Copepod and its processes and thus forms a rough 4 cyst ’ around the latter 
(figs. 1, 5, 12, o.t.). Stephensen (1935) mentions that O. appendiculata was 
fixed to the wall of the bursa of its host, Ophiomitrella clavigera (Ljungman). 



Fig. 1.—External features of Ophioica asymmetrica, 
after removal from the host. 
o.t., ophiuroid tissue ; pp., processes of parasite. 

Because of this investing sheath of Ophiuroid tissue, little can be gathered 
from the external appearance of the parasite after removal from the brittle 
star. All that can be seen is a spherical mass of tissue, roughly 2 mm. in 
diameter, with, here and there, processes projecting from the central mass 
(fig. 1 , pp.). Some of these processes are long and finger-like, and appear to be 
arranged in pairs, others are more papilliform. These processes arise from the 
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body of the Copepod and project out through the investing Ophiuroid tissue. 
Stephensen was able to dissect away the host-tissue from the surface of the 
parasite, but in this case it appeared impossible to remove the dense, rather 
fibrous Ophiuroid tissue from the delicate ehitinous exoskeleton of the Copepod 
without injury to the latter, so that all the diagrams given below of the external 
features of the parasite are from models reconstructed from serial sections. 

Of the three specimens available, two (from the ' Discovery ’) were examined 
in serial section ; the remaining specimen (from the ' Challenger ’) being left 
intact as a type-specimen. Each of the two specimens examined in detail 
consisted of a male and female embedded together within the* host-tissue, but 
in one case the female was ovigerous and in the other non-ovigerous. Correlated 
with these differences in the females, there were considerable differences in the 
degree of development of the males. In view of these differences in both sexes 
the two specimens are therefore described separately below. 



Fig. 2.—Ventral view of non-ovigerous female. From a reconstruction. 
dpi. 1-2, left dorso-lateral process 1-2 ; Ip. 1-3, left ventro-lateral process 1-3 ; 
mp. 9 4 median ’ process ; rp. 1-3, right \entro-lateral process 1-3. 

Specimen 1. 

This comprised the non-ovigerous female and a male which was practically 
mature. 

(a) The non-ovigerous female . 

(i) External features. 

The external features of this individual are shown in fig. 2 (ventral view), 
fig- 3 (ventral view with the tips of the processes removed), and fig. 4 (dorsal 
view). 
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In ventral view three pairs of large serpentine processes can be seen. These 
arise ventro-laterally, but they are so pressed together by the investing Ophi- 
uroid tissue that they project ventrally. The exact nature of these processes 
remains uncertain. It is possible that they may represent appendages, but 
a comparison with the similar processes of the body of the ovigerous female 
(see figs. 9 and 10, and p. 11, below) shows that there are considerable 
differences in their arrangement in the two individuals, so that it is more 
probable that they are simply processes of the body-wall, comparable, possibly, 
with similar processes present in other parasitic Copepods (e.g. Philichthys 
xiphiae , Wilson, 1932, p. 532, fig. 316). Because of this uncertainty these 
processes have simply been numbered as a convenience for descriptive purposes 
(fig. 2, Ip. 1-3 ; rp. 1-3, etc.). 



Fig. 3.—Ventral view of non-ovigerous female, with the tips of the processes removed. 

From a reconstruction.. 
m. % mouth-region. Other lettering as before. 


Between the processes of the left and those of the right hand side is a groove, 
approximately median in position, which is considerably deeper anteriorly. 
The male lies within this groove (fig. 6, ma.). Towards the anterior end of the 
groove and to its right-hand side is an unpaired, more median process, which 
can be seen more clearly when the tips of the paired processes have been 
removed (fig. 3, mp.). To the right of this process, opening between it and the 
base of the second process of the right-hand side, is the mouth (fig. 3, m.) $ 
which is thus asymmetrical in position. 

In dorsal view the general appearance is more rounded (fig. 4), and from 
this aspect it can be seen that there is a further series of processes which arise 
dorso-laterally. On the left-hand side there are three of these, two anteriorly 
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and one towards the posterior end (fig. 4, dpi. 1-3), but on the right-hand side 
only two very small processes, situated anteriorly (fig. 4, dpr. 1,2), can be made 
out. 

In his description of Ophioica appendiculata, Stephensen (1935) gives diagrams 
(p. 16, fig. 9) of an adult non-ovigerous female, which would presumably 
correspond with the stage described above. In this specimen he thought that 
he was able to detect five segments and that an abdomen was present. Unless 
the ventro-lateral processes are truly appendages (which would indicate the 
presence of at least three* segments) there are no traces of such segmentation 
in the non-ovigerous female of 0. any mm dried. There is no differentiation of 
a head region and then* is no part of the body which can be recognised as 
abdomen. 



Fie. 4.- Dorsal view of non-ovigorous female. From « reconst ruction. 
(The shaded ami indicates the part lorn off in the specimen examined.) 
dpi. 3, left dorso-lateral process 3 ; dpr. 1- 2, right dorso-lateral process 1—2. 
Other lettering as before. 


(ii.) Internal anatomy. 

The only internal organs that are present are the alimentary canal and the 
ovary and oviducts. 

The alimentary canal may be divided into fore- and mid-gut. These two 
regions are clearly differentiated, but if a hind-gut. is present it is not to be 
distinguished from the mid-gut. 

The fore-gut runs dorsally from the mouth to the mid-gut. The more ventral 
part of the fore-gut is lined with chitin (strong muscle-bands being attached 
to the outer walls of this chitinous lining), whereas the more dorsal part has 
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an epithelial wall. The raid-gut is much branched, and in this non-ovigerous 
female these branches, which penetrate some distance into the ventro-lateral 
processes, are compressed by the bulk^ oviducts (fig. 5, g.b.). Debris could be 
detected in the mid-gut, so that it appears probable that solid food is ingested. 

The ovary and oviducts are by far the most conspicuous internal organs 
(fig. 5, ovid .), the former being an irregular lobed sac, tightly packed with ova 
and oocytes within. There is no clear boundary between the ovary and the 
first part of the oviduct. Both are thin-walled, and at the upper end of the 
oviduct are a few scattered ova not surrounded by yolk (compare fig. 12). 
This first part of the oviduct is much branched (the general plan of this branching 



Fig. o.—H orizontal section of non-ovigorous female, showing the 
male within the ventral groove of the female. 

0 . 6 ., mid-gut branch of female ; g.m„ mid-gut of male ; ma., male ; ovi(J. f oviduct ; 
te., testis ; v.d. % vas deferens. Other lettering as before. 


following that of the gut) and the cavities of all the branches are packed with 
the bulky yolk-laden ova. The details of this branching were not followed 
out completely. 

The more ventral part of the oviduct differs completely from the dorsal part 
just described, as its wall is formed of a deep columnar epithelium. The 
appearance of this epithelium suggests that it is glandular in function and evi¬ 
dently this is the part of the oviduct which secretes the substance which binds 
the eggs together into the egg-masses. In this non-ovigerous female only one 
such glandular tubule could be detected. This runs ventrally for a short 
distance and then ends blindly. 
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(b) The male. 

The spatial relationships of the male and female have already been partly 
described. Fig. 6 shows the male in position in the ventral groove of the 
female. The antero-posterior axis of the male lies practically at right angles 
to that of the female, so that a section cut horizontally through the female will 
cut transversely through the male (fig. 5). The male is completely embedded 
in the host-tissue which fills the ventral groove of the female, but though closely 
applied to the ventral surface of the latter the two individuals are not fused 
at any point. 

The external form of the male is simple in comparison with that of the 
female, though it is interesting to note that the male is almost equally degenerate. 
Herouard (1906) has described the external features of the male of Philichtkys 



Fig. G. —Ventral view of non-ovigorous female, showing position of male within 
the ventral groove. From a reconstruction. 

Lettering as before. 


amphiurae> and his figures show that the external form is very similar to that 
of the male of Ophioica asymmetrica. Stephensen (1935) suggested that the 
parasite described by Herouard should be placed within the genus Ophioica , 
and this similarity in form of the males would support this suggestion further. 

Fig. 7 shows the external features and fig. 8 a diagrammatic reconstruction 
of the principal internal organs of the male. From these figures it may be 
seen that the male is an elongated form, bearing anteriorly a pair of small 
papillae and more laterally a pair of elongated processes. The latter super¬ 
ficially resemble antennae, but a closer examination shows that they are simply 
lateral processes of the body-wall and are thus similar to the processes arising 
from the body of the female. The abdomen is elongated, tapers slightly 
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posteriorly, and is slightly forked at its extreme tip. Herouard (1906) described 
the occurrence of genital papillae on the sides of the abdomen in the male of 
Pkilichthys amphiurae , but there is no sign of such papillae in the present 
instance. Moreover, it is likely that the genital pore or pores are terminal. 

The internal organs consist of gut and the testes and their ducts (fig. 8). 

The gut of the male is very similar to that of the female. The fore-gut 
may similarly be divided into ventral (chitin-lined) and dorsal (epithelial) 
parts, but the mid-gut is unbranched. The latter extends back into the 
abdomen, where it ends blindly (fig. 8, g.). Again, the hind-gut cannot be 
distinguished from the mid-gut. The mouth is not quite terminal (fig. 8, m.). 
Debris (apparently similar in nature to that seen in the mid-gut of the female) 
occurred in the mid-gut region. 

The testes are paired. Each is a rounded sac, lying at the side of the anterior 
part of the gut (fig. 8, te.), but the two testes are connected by a bridge passing 



Fig. 7.—Posterodorsal view of male. From a reconstruction. 
ahd., abdomen ; a.p., anterior papilla ; l.p., lateral process. 


dorsal to the gut, slightly in front of the mouth (fig. 8, te, 6.). The vasa 
deferentia arise on the outer side of each testis. They each run outwards 
into the lateral processes, then loop sharply back, running in towards the gut, 
finally turning sharply to run posteriorly down the abdomen, one on each side 
of the gut. Each vas deferens runs downwards to the extreme tip of the 
abdomen, and just posterior to the termination of the gut each bears a sac-like 
enlargement (fig. 8, s.v.d,). Posterior to these sacs the vasa deferentia end 
blindly. 

At the junction of the vas deferens and testis, free spermatozoa can be seen 
lying massed together in the lumen of the former, but as they pass along the 
vas deferens, the spermatozoa become formed into spermatophores. The 
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staining reactions of the spermatophore sheath indicate that it is cuticular 
in nature. Thus the spermatophores of this parasite agree in the nature of their 
sheath with those of other Copepoda (Caiman, ]909, p. 87). Within the 
posterior sac-like enlargement each spermatophore becomes considerably 
swollen and the outer part has a tendency to stain in Aniline-Blue. It is 
therefore probable that these sac-like enlargements secrete the cementing 
substance by means of which the spermatophores are attached to the female 
(Caiman, 1909, p. 87). 

As the course of each vas deferens is sinuous (of. figs. 5, 8), it is difficult 
to obtain an accurate idea of the size of the spermatophores. In form they are 



Fig. 8 .—Diagrammatic dorsal view ol male, showing the arrangement of the 
internal organs. (The abdomen is drawn as if pulled back.) 
abd.y abdomen ; </., gut; m., mouth ; ,v.t *.(/., sac-like part of vas deferens ; te., testis ; 
te.b., testis bridge ; v.d., vas deferens. Other lettering as before. 

cylindrical, one portion measured approximately 012 mm. in length and was 
0*01 mm. broad at its broadest point. Their ends are rounded and the surface 
is raised into a series of small rounded papillae. 

The absence of a genital pore raises the question of the mode of liberation 
of the spermatophores. There would seem to be three possibilities :— 

(a) That- the genital pore is minute and thus has not been detected in serial 
section—that is, it is less than 10 p in diameter. 

(b) That there is no genital pore, the spermatophores bursting their way out 
of the tip of the abdomen. 

(c) That the genital pores are formed when the spermatophores are ready 
to be liberated. 
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The first possibility does not seem likely owing to the size of the spermato- 
phores, especially after the addition of the cementing substance. With regard 
to the second possibility it was noticed that at the end of their course the 
spermatophores on each side had been displaced laterally through the abdomen 
and were lying outside the latter. In this case the tearing was most probably 
due to faulty sectioning, but the possibility that liberation in this way is the 
normal method in life cannot entirely be dismissed, as the wall of the vas 
deferens and the integument of the abdomen are both very delicate at this 
point. 

The possibility that the genital pores were not yet open seems the most 
likely, as there is other evidence which would support this suggestion. From 
a comparative study of the genital ducts of the non-ovigerous and ovigerous 



Fig. 0 .—Lateral view (from left-hand side) of ovigeroua female. 

From a reconstruction. 

olid,, abdomen; dpi., left dorsolateral process; Ip. 1-4. f left venl i o-lateral process 1-4; 
rp. 1, rp. 4, right ventro-lateral process 1, right vontro-lateral process 4. The dotted 
outline indicates the position of the male. 

females it c an be seen that giowth of the glandular part of the oviduct may not 
be complete until after large numbers of ova have accumulated in the more 
dorsal parts of the reproductive system, since in the non-ovigerous female there 
was only one such glandular duct and that ended blindly, whereas in the 
ovigerous individual there were two ducts present and they appeared to open 
at the tip of the abdomen. Further, attached to the ovigerous female was 
a male (fig. 9). The internal organs of this male had practically disappeared 
and the chitinous exoskeleton was much crumpled in consequence, but there 
were openings at the posterior end of the abdomen which were probably the 
genital pores. These observations suggest that the genital openings in both 
sexes may not be perforated until the genital products are ready to pass out 
through them. 
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Specimen 2. 

This also comprised a female with an attached male. 

(a) The ovigerous female. 

The ground-plan of the anatomy of this form is essentially the same as that 
of the non-ovigerous female, but the extrusion of the egg-masses and the develop¬ 
ment of more processes from the body make its general appearance so unlike 
that of the non-ovigerous female that a separate description is necessary. 

(i) External feat m es . 

These are shown in figs. 9 (from the left-hand side) and 10 (from the right-hand 
side). 

When the egg-masses pass out of the oviducts they become massed under the 
ventral surface of the female and are embedded in the investing Ophiuroid 



Fig. 10 .—Lateral view (from right-hand aide') of ovigorou* female. 

From a reconstruction. 

dpr. 1—3, right dorsolateral process 1-3 ; r.p. 1-4, right ventre-lateral process 1-4. 

Other lettering as before. 

tissue. Thus they are enelosed in what has been termed a " brood-pouch , 
(Stephensen, 1935). Stephensen (loc. cit.) was unable to determine whether 
the membranous wall of this pouch was formed by the host or by the parasite, 
but in the present case it is quite clearly formed of host-tissue (fig. 12, br.p.). 
The presence of this brood-pouch ventrally makes the whole organism more 
globular in appearance and in particular presses the ventro-lateral processes 
apart, so that they no longer close over the ventral groove, but appear laterally 
(figs. 9, 10, Ip. 1-4 ; rp . 1-4). 

On the left-hand side four processes can be distinguished, which project 
laterally and are each embedded in the host-tissue. The longer processes 
(or, more probably, those which are not contracted) project beyond this tissue 
and appear externally (see fig. 1, which was drawn from this specimen before 
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sectioning). The anterior process (fig. 9, Ip. 1) projects more anteriorly than 
laterally, and there is a corresponding process on the right-hand side (fig. 9, rp.l.). 
As these processes appear to be pre-oral in position, it is possible that they may 
represent antennae*. There is also a small process which arises more dorsally 
(fig. 9, dpi.). 

The abdomen is clearly developed in this specimen (figs. 9, 10, abd.). It 
projects freely into the brood-pouch (fig. 12, abd.) and it is slightly forked at its 
tip. 

On the right-hand side there are also four processes which project laterally 
(fig. 10, rp. 1-4), though these are not always placed symmetrically with respect 
to those of the other side. In this view it can also be seen that both the left 
and right anterior processes (fig. 10, Ip. 1, rp. 1.) bear short lobe-like branches 
on their inner sides. Herouard (1906) has recorded that the antennae of 
PhilicMhys amphiurae aro forked. On this right-hand side it is also possible 
to distinguish three dorso-lateral processes (fig. 10, dpr. 1-3). 

On the left-hand side the lateral wall of the body show ed traces of segmentation, 
Four segments could be distinguished, as well as the abdomen. These traces 
of segmentation were not pronounced and were absent altogether on the right- 
hand side. 

(ii) Internal anatomy. 

As in the non-ovigerous female, the only internal organs are the gut and the 
reproductive organs. 

The general anatomy of the gut is similar to that of the non-ovigerous female, 
but as the gut and its branches are much less compressed than in the latter 
(compare figs. 5 and 12) it was possible to investigate the detail of this branching 
of the mid-gut rather further in the present instance. 

The anatomy of the fore-gut is precisely similar. The mid-gut branches 
penetrate into the proximal parts of the lateral processes and, correlated with 
the asymmetrical arrangement of the latter, they are also asymmetrical (fig. 11). 
Just anterior to the mouth is a dorsal diverticulum and it will be noted that 
the mouth itself is not in the mid-ventral line of the gut. The gut does not 
penetrate into the abdomen, but ends blindly at its base. 

The general arrangement of the reproductive organs is similar to that of the 
non-ovigerous female. The ovaries are definitely paired and each communicates 
with a sac-like oviduct which ramifies round the gut, branches entering the 
lateral processes and the abdomen (fig. 12, ovid.). This branched part of the 
oviduct still contained some ova, although they were not so closely packed 
as in the oviduct of the ovigerous female. Within the ovary developing ova 
could still be seen, so that the production of fully formed eggs was apparently 
still going on. As before, the distinction between ovary and oviduct was 
scarcely perceptible (fig. 12, ov ., ovid.). 

The branched oviduct on each side eventually leads into the glandular terminal 
part which lies within the abdomen (fig. 12, gl.ovid.). The two glandular 
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tubules run down through the abdomen and appear to open near the tip of the 
latter, the openings being directed towards its ventral side. Owing to the state 
of preservation of the material, it is difficult to be absolutely certain that the 
oviducts do open in the way just described, but there are strong indications 
that the interpretation that has been given is correct. 

Stephensen (1933), in his description of Ophioica ophiacanthae , figures three 
pairs of k oblong organs ' associated with the genital openings, and he suggested 


Fig. 1 1. 



Fig. 11.—Out of o vigorous female m dorsal view. From a reconstruction. I.jj., lateral 
process of mid-gut ; m., position of mouth ; m.g., mid-gut. 

Fig. 12.—Vertical section of ovigorous female. abd.s., abdominal sae (? spormatheca) ; 
br.p. t brood-pouch ; gl.ovid., glandular part of oviduct : Ip.rn ., lateral process of male ; 
m.g., mid-gut; ov. f ovary. Other lettering as before. 

that these organs were ‘ sort of mucous glands for the eggs \ Later (1935), 
he found that the genital openings were probably at the tip of the abdomen 
and that therefore these 4 oblong organs ’ were not to be associated with the 
reproductive organs at all. He was unable to suggest what function they might 
serve. These organs (as is clear from his figures, e.g. Stephensen (1935), 
p. 14, fig. 8) are not contained within the abdomen, but within processes of the 
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body-wall. It is possible to suggest an explanation for Stephensen’s figures 
on the basis of the present material. In Ophioica ophiacanthae he describes 
three processes, each containing a pair of ‘ oblong organs ’; in 0. appendiculata 
he figures two such processes, again each containing a pair of these organs. 
In both cases he only examined his specimens externally and in both cases 
he did not record the presence of attached males. It thus seems possible that 
the structures that he has described as processes of the female (which contain 
these ‘ oblong organs ’) are really attached males, especially as Hcrouard 
(1900) has recorded that four males may be found attached to a single female 
of PhilicMhys amphiurae. This suggestion (admittedly tentative) is supported 
by the fact that the point of k attachment ’ of these processes is on the ventral 
surface of the female—that is, at precisely the point of attachment of the male 
in Ophioica asymmetrica (figs. 0, 9). As both male and female are encased 
in host-tissue and as the male is closely pressed against the ventral surface 
of the female, it would be difficult, upon an examination of external features 
only, to discover that two sexes were present. 

Contained within the ventral part of the abdomen is an elongated thin-walled 
sac (fig. 12, atxi.s .). This sac* is not connected with any of the internal organs 
and no opening can be traced from it to the exterior. There is no trace of this 
sac in the non-ovigerous female, but in the ovigerous female it is quite definitely 
an organ of some sort, though, because of its lack of communication either with 
the exterior or with any of the internal organs and the absence of contents, 
it is not possible to make more than tentative suggestions as to its identity. 
It is not to be connected with the gut, so that it may possibly be part of the 
reproductive system. If this deduction is correct, then this sac mav be the 
spermatheca. Possibly a more detailed examination of more freshly preserved 
material would make its identity clearer. 

Eight egg-masses were present which had, presumably, all come from the 
brood-pouch of the ovigerous female. Stephenson (1935) records a maximum 
of six egg-masses associated with a single female of Ophioica appendiculata . 
In the present species, each egg-mass is an ovoidal body, one specimen measuring 
1-5 mm. along the major axis, 0*9 mm. along the minor. Thus there appears 
to be a size difference in the egg-masses of the three species of Ophioica that 
have been described, namely :— 


Species. 

Major axis. 

(mm.). 

Minor axis, 
(mm.). 

0 . asymmetrica . 

1-5 

0-9 

0. appendiculata . 

10 

0-6 

0. ophiacanthae . 

0-5 

0-3 


(The measurements for the last two species are taken from Stephensen, 1933 • 
1935.) 

All the eight egg-masses were examined, but each consisted of a mass of 
yolky ova, cemented together. Stephensen (1935) found that in some of the 
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eggs of the egg-masses of Ophioica appendiculata , development had proceeded 
as far as the nauplius stage and thus concluded that the various egg-masses 
differed in age. 


(b) The male ,. 

The position of attachment of the male is shown in tig. 9. The orientation 
of this sex with regard to the female is the same as in the specimen described 
above, but, owing to the development of the brood-pouch ventrally in the 
present instance, the male projects into this pouch, instead of being enclosed 
within the processes of the female. 

The external features of the male are similar to those of the male described 
earlier, but the whole body had shrunk considerably (as evinced by the crumpling 
of the exo-skeleton), presumably owing to the degeneration of the internal 
organs. Tin* latter had practically disappeared ; the gut had disappeared 
except for a small sac anteriorly ; there was no sign of gonad, and the vasa 
deferentia, though clearly visible, wen' degenerating. As has been mentioned 
previously, there was evidence of genital pores at the apex of the abdomen, 
though, owing to the* degeneration of the more anterior parts of the vasa 
deferentia, it was difficult to trace direct connections between these pores 
and the rest of the reproductive system. 


Discussion. 

This study of the anatomy of Ophioica asymmetrica has added fresh details 
to what is known of the structure of this aberrant genus, notably a more precise 
knowledge of the internal anatomy and the demonstration of the presence 
of the male, found closely applied to the ventral surface of the female. At the 
same time other problems are raised. 

Stephen sen (1933, 193o) was not able to detect the presence of an alimentary 
canal in the species he described and therefore came to the conclusion that the 
food was absorbed from the host through the serpentine processes. Herouard 
(1906) thought that the second antennae of Philichthys amphiurae played 
a similar part in the nutrition of this species. The presence of a well-developed 
gut in the present series of specimens thus raises the question as to how far these 
parasites do feed on particulate food. In the non-ovigerous female and its 
attached male and again in the ovigerous female, debris could be seen in the 
mid-gut and in the first specimen there were also large food-masses. This 
would suggest that food-particles are being taken in through the mouth and 
digested in the mid-gut. On the other hand, it is not easy to see how this 
food reaches the mouth, since the whole animal is enclosed within the tissues of 
the host. It is not likely that pieces of Ophiuroid tissue are ingested, since 
there is no evidence that pieces of this tissue are being broken away near the 
mouth, nor do the food-masses within the gut resemble the Ophiuroid tissue 
without. 
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Yet there is no positive evidence against the theory that food may be absorbed 
all over the surface of the body and particularly by the body-processes. Yonge 
(1932) has pointed out that of the cuticular and chitinous layers which go to 
form the integument of Decapod Crustacea, the cuticular layer is impermeable, 
whereas the chitinous layer is permeable, and considers that the cuticle is of 
fundamental importance in controlling the permeability of the integument of all 
Crustacea. In this connection it is interesting to note that this outer cuticular 
layer is practically absent in Ophioica asymmetrica , as it is only to be found 
along the sides of the left ventro-lateral process of the non-o vigorous female 
(fig. 2, Ip. 2). Thus it would appear that there is no impermeable barrier to the 
inward diffusion of food from the host-tissue. Possibly a comparison may 
made between Ophioica asymmetrica and the Ascothoraeiean Cirripede, Bae<ca - 
laureus maldivensis , since the latter is also enclosed within a mass of host- 
tissue, lacks cuticle over much of the surface of the body, and has a much 
branched mid-gut and where it is suspected that food may be absorbed from the 
enclosing host-tissue (Pyefinch, 1936). But if this method of food-absorption 
is the one which takes place in Ophioica, it would be expected that there should 
be some evidence of such absorption, evidence such as occurs, for instance, 
in the Ascothoraeiean Baccalaureus torrensis (Pyefinch, 1937). Careful 
examination of the tissues and the gut-contents of this Copepod yield, however, 
no such evidence and it is this fact, together with the presence of debris in 
the gut, that suggests that actually solid food may be taken into the gut and 
digested in the normal way. 

There are also points of interest in the processes of reproduction. It is not 
clear, from a study of the material available, how the spermatophores leave 
the male, how they are transferred to the female, whether, after transference, 
they are stored within a spermatheca, and where fertilisation takes place. 
So far as the evidence of the stage of development of the egg-masses goes, it seems 
likely that all the eggs are produced at about the same time. Further, it may 
also be concluded that the period of egg-production exceeds that when there 
are spermatophores available to fertilise the eggs produced, since in the 
ovigerous female the ovaries were still full of ova, but there was no evidence 
of the presence of spermatophores, and, since the internal organs of the male 
had practically disappeared, no further spermatophores could be produced. 
Possibly in those cases where several males are attached to one female 
(Philichthys amphiurae and possibly Ophioica ophiacanthae and O. appendiculata) 
the former may come to maturity successively and thus extend the period during 
which fertile eggs may be produced. 

It will be clear from the foregoing discussion that access to more material, 
either living or freshly fixed by careful methods, would go far towards solving 
some of these problems. In view of the specialised nature of this parasite 
an investigation of this sort would seem desirable. Further, if the form de¬ 
scribed as Philichthys amphiurae (H6rouard, 1906) is really a species of Ophioica, 
such a supply should not be difficult to obtain, since its host, A.mphipolis 
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(Ampkiura) squamata is recorded as being common round the coasts of this 
country (Mortensen, 1927, p. 222 ; Plymouth Marine Fauna, 1931, p. 295). 

Systematic position . 

Stephensen (1933) formulated the definition of Opkioica ophiacanthae 
as follows :— 

‘ Endoparasitic Copepods in Ophiurids. The body of the adult female 
more or less urisymmetrical, with long serpentine appendages and several (4 ?) 
genital openings, and more than 2 (viz. 4) egg-masses. Probably there are 
no inner organs other than the ovary. ’ 

In his later description of (). appouliculata (1935) he modified this definition 
only slightly, pointing out that the genital openings were organs of unknown 
function and ‘ that then* may be up to f> egg-masses'. 

It is not easy to make this definition of (). asymmetrica more precise, because 
of the variation in the form of the body of the adult female. This variation 
in form appears to arise from two causes :— 

{a) As the female grows older, that is, in the development from the non- 
ovigerous to the ovigorous stage, further lateral or ventro-lateral processes 
may appear. 

(b) The asymmetry of the body, due to compression within the bursa of the 
host Opliiuroid. This is especially seen in the asymmetry of the dorso-lateral 
processes (figs. 4, 9, 10). The asymmetry" of these processes in the present 
material may’ indicate that there is no precise orientation of the parasite within 
the bursa of the host, since in the non-ovigerous female the dorso-lateral processes 
are best developed on the left-hand side of the body' and on the right-hand side 
in the ovigorous female. 

An outline definition of Opkioica asijmmctrica may, however, be framed 
as follows :— 

Copepods endoparasitic in Ophiacantha imago (Lyman), totally enclosed 
within the tissues of the host. Adult female with a variable number of paired 
serpentine processes. Dorso-lateral processes, asymmetrically arranged, may 
also be present. Internal organs consisting of gut and reproductive organs 
only. Eight egg-masses may be present. 

Adult male enclosed within the ventral groove of the female and closely 
applied to the surface of the latter. Body unsegmented and with a pair 
of elongated lateral processes. Internal organs, gut, and reproductive 
organs only. 

Thus in the present state of knowledge of this aberrant genus, it is really 
only possible to characterise species by their distribution in different hosts. 
One additional specific distinction has already been noticed, the difference 
in size of the egg-masses, though this is not a very suitable character. 

While it is thus difficult to frame adequate definitions distinguishing one 
species of Opkioica from another, it is even more difficult to envisage the 
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relationships of this genus with the rest of the Eucopepoda. The solution of 
this problem must depend upon a knowledge of the life-history of Ophioica. 

The specimens and sections upon which this description is based have been 
deposited at the British Museum (Natural History). 

In conclusion, I must thank Dr. I. Gordon for the opportunity of examining 
this material and Dr. W. T. Caiman, Mr. L). D. John, and Dr. I. Gordon for their 
help and advice in the earlier stages of this investigation. 

Summary. 

1. An account is given of the external and internal anatomy of a new species 
of the aberrant Copepod genus, Ophioica , occurring within the Ophiuroid, 
Ophiacantha imago (Lyman). 

2. Specimens of ovigerous and non-ovigerous females, with their attached 
males, were examined. 

3. The body of the adult female is unsegmented and possesses soveral pairs 
of serpentine processes. Three such pairs are present in the non-ovigerous 
female and four pairs in the ovigerous female. There are also processes which 
arise dorso-laterally. The abdomen is distinct only in the ovigerous female. 

4. The internal organs of the female are gut and reproductive organs. The 
former can be divided into fore- and mid-gut, the latter much branched. 
If a hind-gut is present it cannot be differentiated from the mid-gut. In the 
ovigerous female the ovaries are paired and the genital openings are probably 
at the tip of the abdomen. 

5. The male is attached to the ventral* side of the female, but only the male 
attached to the non-ovigerous female was fully developed. It is also unseg- 
mented, with a tapering abdomen and a pair of serpentine lateral processes. 
The internal organs are again gut and reproductive organs only and the genital 
openings appear to be at the tip of the abdomen. In the male attached to the 
ovigerous female the internal organs had practically disappeared. 

6. It was not possible to determine the process of transference of the 
spermatophores from the male to the female. It is probable that the genital 
openings are only perforated at maturity in both sexes. 

7. The ovigerous female carried eight egg-masses, pressed under the ventral 
surface of the body and enclosed within a ‘ brood-pouch ’ of host-tissue. 

8. Certain points in the biology of these parasites, consequent upon their 
enclosure within the tissues of their host, are discussed. 
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Some Nemerteans from South Africa and a note on Lineua corrugatua MTntosh. 
By J. F. G. Wheeler, D.Sc., F.L.S., Bermuda Biological Station for 
Research. 

(With 13 Text-figures) 

[Bead 11 April 1940] 

In the course of Professor T. A. Stephenson's ecological survey of the coast 
of South Africa a number of Nemerteans were collected and sent to me for 
examination. There were in all twenty-two specimens, taken from various 
localities on the coast from Oudekraal, south of Table Bay, on the west, to Bats 
Cave Rocks, about two miles north-east of East London, on the east. I was 
interested to note that Lineus corrugatua MTntosh had been discovered here, 
since this form is characteristically antarctic. I found, however, that a close 
external similarity of the specimens to L. corrugatua obscured very definite 
differences. L. corrugatua must accordingly bo deleted from the Nemerteans 
recorded from South Africa up to the present. 

As the survey is specifically concerned with the rocky parts of the coast, 
I am surprised at the absence of Tubulanua nothua Burger, which was one of the 
commonest forms found at Saldanha Bay, further to the westward, where it 
forms conspicuous tangles among the holdfasts of the large seaweeds. Four 
species only of the twelve here recorded were found at Saldanha Bay, namely, 
Emplectonema ophiocephalum , Zygonemertes capenais, Lineua ruber , and Cere- 
bratulua fuscus. Lineua olivaceua , described by Stimpson from Simon's Bay 
in 1856 and previously synonymized with L. ruber , has been re-established. 

Taking the localities from west to east the reoorded species are as follows :— 


Survey 

reference. 

i 

Locality and species found. 

Keferonco to 
specimens and 
slides. 

Number 

of 

specimens. 

A.395 

Oudekraal, south of Sea Point, 
south of Table Bay. 

Pamdrepanophorus stephensoni, sp. n. 

SAN 2 

1 

A.101 

j* »» .. • 

SAN 12 

1 

A.339 

Emplectonema ophiocephalum (Schmarda) .... 

SAN 13 

1 

A.174a 

Zygonemertes capensis Wheeler. 

SAN 14 

1 

A.245 

Cerebratulus fuscus M‘Intosh . 

SAN 7 

2 

F.284 

False Bay, St. James. 

IAneus ruber (O. F. Mttller). 

SAN 3 

1 

F.283 

** *» ft . 

SAN 9 

1 

F.282 

Lineus lacticapitatus , sp. n. 

SAN 5 

1 

F.216 

Cerebratulus fuscus McIntosh . 

SAN 1 

1 
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Survey 

reference. 

Locality and species found. 

Reference to 
specimens and 
slides. 

Number 

of 

specimens. 

E.27 

Roof Bay, Port Elizabeth. 

Liiieus ornatus, sp. n. 

SAN 4 

4 

E.28 

Linens capensis y sp. n. . 

SAN 6 

1 

L 108 

Shelly Beach, East London. 

A mphiporus ufricanns y sp. n. 

SAN 11 

1 

L.343 

B M M .. 

SAN 18 

1 

L.414 

Zygonemertes capensis Wheeler . 

SAN 17 

1 

L.35 

Linens ohvaeens (Sturipson). 

SAN 10 

2 

L.34o 

•• M ... 

SAN 15 

1 

L.512 

Bats ('avo Rocks, East London. 
Prostoma dntoiti, sp. n. 

SAN 16 

1 

L.35 

Linens ohvacens (Stimpson) . 

SAN 10 

— 


In November 1938 and April 1939 more Nemerteans collected during the survey were 
sent to ine. These ha\o been identified as follows :— 


NN45 


B.64 

B.202 

B.201 

B.143 

B.203 

B.63 


L.407 

L.414 

L.332 


Port Nolloth (Sopt. 1938). 


7jy gone,merles cape ns is (green var .) .... 
Zygonemertes capentn# (brown var.) 
Kmplectonema ophiocephala . 

Lambert's Bay (July 

Linens ornatU’S . 

Zygonemertes capensis . 

Linens olimcens . 

Cerebratulus aerugatns Burger . 

Zygonemertes capensis . 

Prostoma candidnm ((). F. Muller) .... 


SAN 25 a. 

SAN 25 b (irnmut. male). 

SAN 25 c (post, end only). 

and Aug. 1938). 

SAN 20 (ripe female). 

SAN 21. 

SAN 22. 

SAN 23 (5 heads, 7 pieces of body, 1 tail). 
SAN 24 (3 specimens) 

SAN 20. 


Shelly Bay, East London (July 1937). 


Prostoma dutoili . SAN 29. 

Amphiporus africanus . SAN 28. 


Bats Cave Rocks, East London (July 1937). 
Amphiporm sp. (too much distorted SAN 27. 
for identification). 


Port Nolloth is about three hundred miles from Cape Town on the west Coast. The 
sequence of localities from west to east should be :—Port Nolloth, Lambert’s Bay, Oudokraal, 
St. James, Port Elizabeth, and East London. 


I wish to thank Professor Stephenson for allowing me to examine this material, 
and also Miss Joyce Eyre, who sent further specimens from the survey collections. 
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Description of the species. 

Order HETEliONEMERTEA. 

Genus Lineus Sowerby. 

Lineus capensis, sp. n. (HAN 6). 

A single specimen (E.28), noted as 4 brown, very long, under stone* in channel T 
was collected at Reef Bay, Port Elizabeth, on July 5, 1936. 

In spirit the body is knotted together (fig. I, A). The approximate length 
is 24-0 cm., the greatest breadth 6 mm., and the thickness 3 mm. The body 
is flattened and ribbon-like, except at the head, and has a shallow longitudinal 
mid-dorsal ridge oi* hump. Transverse contraction wrinkles are present 
and longitudinal wrinkles occur, especially behind the head. The thin white 
proboscis is everted (8*5 cm.). The head is slightly flattened. The cephalic 
slits are thin and their ends are not sharply defined. Their length is 3 mm., 
including a shallow groove extending a short way beyond their posterior limit. 
The mouth is just behind the level of the posterior ends of the slits. It is a small 
slit with inturned lips, not pursed or swollen, and is of the same colour as the 
rest of the head. The tail ends bluntly and has no appendage. In colour 
the body is pale brown with no trace of markings, darker dorsally on the head, 
the deeper colour ending at the slits. No eyes are visible, nor do any become 
apparent in cedar oil. The proboscis-pore is just ventral to the tip of the 
snout. Distortion of the head has taken place, seen in the serial sections as 
a right-angle twist upwards at the proboscis pore and another right-angle 
turn immediately behind this point. 

No frontal organs are present. The tip of the head has vertical and horizontal 
furrows and a mid-dorsal longitudinal deep furrow that can be traced on the 
body. The cephalic slits are deep, and the scattered head-glands stain deeply 
with hsematoxylin (fig. 1, B). At the anterior end of the mouth the dorsal 
body-wall consists of an epithelium of tall (jells, 04)5 mm. thick, appearing 
red from the large number of eosinophile bodies present in it. The cutis- 
layer contains approximately equal numbers of haematoxylin- and eosin- 
stained glands and is 0*125 mm. thick. The eosinophile glands traverse 
a space about equal to the epithelium in thickness between the glandular 
layer and epithelium. There is no clear layer of the cutis beneath the glandular 
layer (fig. 1, C). The ventral epithelium is thinner than the dorsal. 

The anatomy is typically heteronemertean, but certain characters appear 
in this species that are not present in the others to be described, which may 
render identification possible from preserved material. In the posterior 
third of the body the muscle-layers are reduced, so that dorsally they appear 
thinner than the epithelium and cutis. The lateral nerves are well below the 
margins of the body (fig. 1, E). The proboscis possesses a very well-marked 
longitudinal glandular tract, the central portion of which stains deeply with 



Fig. 1 .— Linens capcn^w?, sp. 11. 

1. Sketch of spirit-specimen, x 1. B. Transverse section through anterior end of head, 
showing head-glands ( hg ), cephalic slits (cs.) t and proboscis (p). C. Dorsal body-wall 
in region of anterior end of mouth; haematoxylin staining in black, eosin staining 
left blank. D. Section of proboscis. E. Diagram showing section of posterior third 
of body. F. Transverse section through brain (6). 
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eosin, while a smaller lateral tract on each side stains deeply with hsematoxylin 
(fig. 1, D). The mass of unstained cells that occur close to the cephalic slits 
in L. lacticapitatus is not present. The brain is not very large for the size 
of the head (fig. 1, F) and no neurochord cells are present. 

Lineus lacticapitatus, sp. n. (SAN 5). 

A single specimen (F.282) was collected from St. James, False Bay, on 
August 3, 1936. It was noted as ‘ fairly common buried in sand under stones 
in middle shore \ In life it was 4 large, mauvish grey with white tip at head 
end’. 

The preserved specimen is 2*6 cm. long and 4-6 mm. wide. The body tapers 
and is flattened dorso-ventrally. The greatest diameter is about 1 cm. behind 
the head. The tail is acutely pointed ; the head blunt. There is no caudal 
appendage and the body is transversely wrinkled only. In colour it is blackish 
grey, anteriorly uniform, posteriorly lighter beneath. The tip of the head 
is uncoloured dorsally and ventrally for a distance of 1*5 mm. and the pigmented 
part then starts abruptly. The cephalic slits are straight, 3-5 mm. long, and 
the mouth, a 2-mm. slit without protruding lips, commences at the level of the 
ends of the slits. No eye-spots are visible, nor were they afterwards seen in 
cedar oil or in sections. 

Tho characteristic feature of this Lineid is found in the head, where on each 
side of the cephalic slits a conspicuous mass of unstained cells occurs (fig. 2, A, B). 

Frontal organs are present. The head-glands are thin and diffuse. They 
stain lightly with hsematoxylin and reach back to the brain. The epithelium 
is thin (0*045 mm. dorsally in the brain region) and contains large eosinophile 
bodies, thus appearing red in sections. The cutis is deep, though not as deep 
as in L. capensis , hsematoxylin-stained glands are few and the eosinophile 
glands are fewer still and occur at a deeper level (fig. 2, C). The proboscis 
is thin. It does not possess the glandular tracts so distinctive of L. capensis. 

The cephalic slits are wide and rather shallow. The brain is larger than that 
of L. capensis , but similar in structure. No neurochord cells could be dis¬ 
tinguished (fig. 2, A, D). A section through the body in the posterior third 
region indicates that the muscle-layers are very much thicker than the epi¬ 
thelium and cutis, that dorsally the outer longitudinal muscles are far thicker 
than they are ventrally, and that the lateral nerves pass down the body at its 
extreme margins, so that owing to the convexity of the ventral surface in this 
specimen they appear above the horizontal plane of greatest width (fig. 2, E). 

The unpigmented tip of the head, which must be conspicuous in tho living 
animal, recalls Cerebratulus aerugatus Burger, of which an anterior end was 
found at Saldanha Bay. Dr. Baylis, of the British Museum (Natural History), 
kindly undertook to check the absence of unstained glandular masses and the 
presence of neurochord cells in the sections of this species deposited at the 
Museum. His confirmation has established the essential difference between 
these externally similar forms. 
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Fig. 2. — Linen w facticapitatus, sp. n. 

A. Section through Imun. H. Enlarged section through cephalic slit, to show unstained 
masses of cells far). C. Section through dorsal body-wall at anterior end of mouth ; 
haomatoxylin staining in black, eosin staining left blank. D. Section through anterior 
end of head, to show head-glands ( hg ) and cephalic slits (c.<?). K. Hand-section 
through posterior third of body, to show position of lateral nerves (In). 


Liheus ouvaceus (Stimpson) (SAN 10 & 15). 

Three specimens of this species were included in the collection. One of 
these, under the reference L.35, was collected at Shelly Beach, East London, 
on July 6, 1937 ; another at Bats Cave Rocks, East London ; a third (L.340) 
was also taken at Shelly Beach, no date being given. Notes made on the 
living specimens are ‘ L.35, a fairly long cylindrical worm, dark purplish 
grey in colour, living between the cement-like tubes in a colony of the tubicolous 
Polychaet Pomatoleios crosslandii. Bats Cave Rocks : Embedded in lumps 



Fig. 3 .—Linewt olivawws (Stimpson). 

A, B. Specimens in spirit, SAN 10 a & b ; C. Transverse section through cephalic slit 
(c«), to show eye-spot (e). JD. Transverse section through anterior end of head, to show 
head-glands (%), cephalic slits (ex) anti pigment in the cutis (pc). E, F. Dorsal 
body-layers at the posterior end of the mouth, with round haematoxylin-stained bodies 
in the epithelium, for comparison with fig. 5, B, C. G. Transverse section of body 
behind the brain. H. Transverse section of the body near the tail (SAN 10 6). I. Trans¬ 
verse section through brain. 
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of compound ascidians and sponges on the wall of a pool low down on the 
shore' \ L.340 : ‘ Black in colour. Only one found between the roots ” 
of Ecklonia radiata in a fairly deep c hannel in the middle of the shore.’ 

In spirit two of the' specimens (SAN 10 a & b) are blackish blue-grev, and 
almost exactly similar in size and shape, 2*0 cm. long and 2*0 mm. in diameter. 
SAN 15 is olive-green in colour, paler beneath in patches, 5*1 cm. long, 1*3 mm. 
broad at the broadest part of the head, and just under 1 mm. thick (fig. 3, A, B). 
In all the specimens the cephalic slits and the mouth arc pallid. The head 
is somewhat flattened and obtusely pointed in outline from above. Transverse 
contraction w rinkles mark the surface of the body, and a deeper furrow occurs 
between the posterior ends of the* cephalic slits and trie anterior end of the 
mouth. The body tapers towards the tail, but the tail itself is bluntly pointed. 
There is no caudal appendage. No eyes can be distinguished. All three worms 
were' curiously hard to the' touch and were unusually brittle to handle, almost 
as though they had at some* time dried up. This was also suggested by the 
chalky appearance of the body when broken The worms sectioned perfectly, 
ho\ve\ei\ so that these peculiarities appear to be characteristic of the species. 
< )ne specimen (SAN 10 a) was cleared in anilin oil. No eyes could be discerned, 
but the pigment, which appears olive-green and extends to the sides of the 
head, is densely accumulated in the cutis-laver, obscuring the eyes which wore 
found later in the sections. They are small and few—less than six on each 
side abo\e the cephalic slits (fig. 3, C). 

Frontal organs are present, and diffuse head-glands staining deeply with 
haemntoAvlin (fig. 3. I>). 

In the region of the mouth the epithelium (0*045-0-00 mm. thick) appears 
blue. This is due to the presence of many small luematoxylin-stained round 
bodies with few large eosinopbile masses. The cutis-glands differ, being in 
SAN 10 conspicuously blue from deeply stained large glands and few eosinophil© 
glands, while in SAN 15 eosinophile glands preponderate. These differences 
are possibly due to the recent- activities of the glands (tig. 3, E, F). 

The gut is regular and the lateral nerves course down the body slightly below 
the horizontal plane at the widest part of the body (fig. 3, CJ. H). A single 
excretory duct was observed passing out laterally above the nerve on each side 
just over 1 mm. behind the posterior end of the mouth. 

The brain is large, larger relatively to the size of the head than in L. capensis 
or L. lacticapitatvs (fig. 3, I). The cephalic slits are not very dee]), and the 
unstained cells of L. lacticapitatus are absent. No neurochord cells can be 
observed. 

In 1856 Stimpson described, under the name Meckelia olivacea , a worm 
from Simon’s Bay : ‘ Slender, convex above especially anteriorly whore is 
also the greatest breadth. Head with a longitudinal slit which extends far 
down each side and is covered by a slight vertical notch at the anterior extremity. 
Genital opening large on the lower surface of the neck just behind the ter¬ 
mination of the lateral slit. Colour anteriorly very dark greenish or olivaceous ; 
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posteriorly a much paler green. Length 3 inches, width 0-1 inch *. In 
Stimpson’s second paper (1857) this becomes Cerebratulus oleaginus. Burger 
(1895) synonymised M. olivacea with Linens gesserensis , i.e. L. ruber (0. F. M.). 
MTntosh had previously synonymised the later name in the same way. 
MTntosh (1873) says of L. gesserensis : 4 Two very distinct hues are charac¬ 
teristic of this species, viz. reddish-brown and dull olive, while pale reddish 
and green varieties are also occasionally met with. The pigment is generally 
darkest in front, before and behind the reddish mark in the ganglionic region, 
the rest of the body being uniformly tinted except towards the tail which is 
paler. The snout is surrounded by a broad pale region, as far back as the 
termination of the fissures. The mouth is surrounded by a pale margin \ 

Stimpson’s description, so far as it goes, applies quite well to the form 
described here, although ‘ genital opening large 9 does not appear to correspond 
with the small mouth. Apart from the fact that the size of the mouth is usually 
variable, as a genital opening the aperture is undoubtedly large. Superficially 
L. olivacea corresponds with the green form of L. ruber , but I have come to the 
conclusion that its inclusion is inadmissible. Not only is there a colour 
difference in life but the preserved forms are distinct in colour and in the curious 
brittleness of the body which is accompanied by a chalky whiteness of the 
broken surfaces. Further, the epithelium in sections of L. olivacea, stained 
with haematoxylin-eosin, can readily be distinguished from those of L. ruber. 
Both series of L. olivacea show an epithelium laden with granules deeply stained 
with haematoxylin, so that the general effect is blue, while in both series of 
L. ruber (SAN 3 & 9) it is brilliant with eosin-stained masses (the Flaschen- 
driisenzellc of Burger). It is possible that this distinction is accidental, that 
the gland-cells had discharged their contents in the former and retained them 
in the latter, but if this were so there should be more evidence of the granules 
staining with haematoxylin than there is. 

Dr. Baylis has very kindly examined the slides made of L. ruber described 
from Saldanha Bay in 1934. He writes : * There are tw o series of transverse 
sections of L. ruber. In one of these (a single slide) the sections seem to have 
taken the haematoxylin fairly well; in the other (several slides) there is hardly 
any haematoxylin, and therefore eosin predominates all over the sections. In 
the single slide the nuclei of the epithelial cells are quite well stained with 
haematoxylin. In both series, however, the epithelium contains masses of 
a secretion (mucus ?) which has taken up the eosin pretty heavily. These 
masses are seen not only in the epithelial layer itself (probably inside goblet-like 
cells) but also as blobs on its external surface. They thus give a considerable 
amount of eosin colour to the epithelium. It is interesting to find that in some 
sections of the same species from Millport made by the late Col. J. Stephenson, 
and apparently stained with some carmine stain, these same masses of secretion 
are very conspicuous \ On these characters I therefore feel justified in 
reinstating Stimpson’s species olivacea. 
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Lineus ornatus, sp. n. (SAN 4). 

Four specimens of this worm, described as £ green, fairly common under 
stones ’ were preserved from Reef Bay, Port Elizabeth on July 5, 1936 (E.27). 

In spirit the specimens are coiled, usually in a fiat spiral at the tail with the 
lower surface inside. The bodies are not much flattened, the heads are rounded 
in outline from above and the succeeding part of the body is nearly round 
in section. Contraction wrinkles mark the surface of the body and longitudinal 
wrinkles occur at the anterior end behind the head. The colour is uniform 
black-grey, blue-grey, or green-grey. The cephalic slits are lined with white 
and a white band passes across the head from near their hinder ends. This 
band is not complete ventrallv round the head (fig. 4, A). The lips are white 
and the mouth is pursed. It is rather more than 2 mm. long. No eyes are 
visible. The preserved specimens bear a striking resemblance to L. corrugatus 
MTntosh, type iii, from the subnntarctic regions (Wheeler, 1934). 

The size, number of eyes, and sex of the specimens are given below :— 


Length, 

Width, 

Depth, 

Number 

Sex and 

cm. 

mm 

nun. 

of e> 

e.s. 

matunt v. 

8-3 

4*5 

2m 

24 

10 

Female with ripe eggs. 

4-S 

4*r> l 

2*5 

15 

]<i 

Female, immature. 

3-S 

4*5 

2*5 

6 

4 

Xot sexed, immature. 

2-5 

1 

2 r> ' 

2*3 

i i* 

i 

10 

Male, immature. 


The eyes are immediately visible in cedar oil (fig. 4, A) and are probably 
easily seen in the living animal. The presence of eyes distinguishes them com¬ 
pletely from L. corrugatus (see note on p. 48). 

There is a vertical cleft at the tip of the head in addition to the horizontal 
cephalic slits. No frontal organs are present. The cephalic slits are very deep 
and narrow (fig. 4, B). The head-glands are more massed together than is 
usual in the Lineidae : they stain palely with haematoxylin and contrast 
strongly with the deeply stained glands of the cutis. They persist at the 
slits until the latter disappear. The eyes are beneath the cutis-glands and close 
to the cephalic slits on their dorsal side. They contain brown pigment-granules 
and measure 0*05 mm. in greatest diameter. 

In each angle formed by the cephalic slits and the epithelium small collections 
of unstained glands occur. They are similar to those described in L. lacti - 
cxipitatus , though much less conspicuous. 

The epithelium of the head is thin (0-05 mm.) and full of eosinophile glands. 
Anteriorly on the body it is slightly thicker (0 055 mm.) but similar in structure. 
The basement-membrane is 0 015 mm. thick and the cutis 0 05 mm. At the 
head the cutis contains mostly eosinophile glands, but behind the posterior 
end of the mouth the majority of the glands are deeply stained with haema¬ 
toxylin and only few eosinophile ones occur (fig. 4, C). 



Fig. 4. —Lineus omatus , sp. n. 

A. Head of one of the specimens after clearing in cedar oil, dorsal view. B. Transverse 
section at the anterior end of the head, to show head-glands (hg) and oephalic slits (cs). 
C. Dorsal body-layers at the anterior end of the mouth. D. Transverse section of 
body at posterior end of mouth (w) showing one excretory duct (ex). E. Transverse 
section through brain. F. Hand-section through posterior third of body to show 
position of the lateral nerves (In). 
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The excretory tubules occur close behind the cerebral organs, and a single 
duct on each side opens close behind the posterior end of the mouth laterally 
above the lateral nerves (fig. 4, D). The brain is small in relation to the size 
of the head, but is typically Lincid in structure (fig. 4, E). No neurochord 
cells are present. In the posterior part of the body the lateral nerves are 
almost in the horizontal plane of the body passing through the widest 
part (fig. 4, F). 

This worm was the Li nr us corrugatvs previously" identified (Stephenson, 
Stephenson and du Toit, 1937, p. 375). In view of the internal structure, 
especially" the presence of eyes, this identification can be definitely cancelled. 
1 can find no description of a worm comparable to this form. It approaches 
Li nr us indie us Punnett & Cooper, (1909) but lacks the gelatinous layer 
beneath the cutis that is well marked in this species. 

L, ornafus is characterised by its Lineid form, green colour in life, white margin 
to the* cephalic slits, and white band across the top of the head, 4 to 24 dark eyes 
on each side at the edge of the pigment, dee}) narrow cephalic slits with glandular 
tissue on each side, and a small brain. 

Lineus ruber (O. F. Muller) (SAN 3 & 9). 

Two specimens were included in the collection : F.284 and F.283 (A), both 
from St. James, False Bay, on August 2. 1030. The note attached to the former 
was * brick red, in sand under stone, rare ' and to the latter * salmon pink, 
in sand under stone, ran* \ 

In spirit the length of SAN 3 is 12*5 cm. and the diameter 2-0 mm. ; SAN 9 
is 0*8 cm. long and 1*0 mm. in diameter. The body is round iri section, tapering 
towards the tail, which is pointed. The head is blunt. The colour is dark 
brown in places, with traces of violet, lighter brown underneath except at the 
head end. The tip of the snout is pale. The straight, well-marked cephalic 
slits are without a white lining. In SAN 9 most of the epithelium is missing, 
but patches of dark purple-brown colour remain at the tail. The mouth is a 
small sunken pit at the level of the hinder ends of the cephalic slits. No caudal 
appendage is present and no eyes are visible. 

In cedar oil no eyes could be seen, but in SAN 3 a patch of reddish brown 
occurred at the junction of head and neck. 

Frontal organs and eyes are present. The head-glands are diffuse and 
stain deeply with haematoxylin (fig. 5, A). 

The epithelium is thin (0*045 mm.) and everywhere appears brilliantly stained 
with eosin. It is closely packed with flask-shaped gland-cells. There is a clear 
space about one and a half times the thickness of the epithelium between 
it and the cutis-layer, and this layer is about 0T mm. thick. In front of the 
brain the ventral glands are about equally eosinophile and stained with haema¬ 
toxylin ; behind the brain the latter predominate (fig. 5, B, C). 

The brain is large, and the cephalic slits are wide but not deep (fig. 5, D). 
The gonads (SAN 9 was a young female) extend at the sides of the gut and the 
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lateral nerves are just below the horizontal plane (fig. 5, E, F, G). An account 
of the anatomy has already been given (Wheeler, 1934), and in this paper the 
character of the epithelial glands has been emphasized to distinguish this species 
from the closely related L. olivaceus. 



Fio. 5 .—Lineun ruber ((). F. M.). 

A. Transverse section through anterior end of head, to show head-glands (hg) and cephalic 
slits (cs). B, C. Dorsal body-layers, SAN 3 & 9, for comparison with fig. 3, E, F. 
D. Transverse section through brain. E. Transverse section (SAN 9) to show 
position of gonads (g). F, G. Hand-sections through posterior third of body, SAN 9, 
SAN 3, to show position of lateral nerves (hi). 


Genus Cerebratulus Renier. 

Cerebratultts fuscus M‘Intosh (SAN 1, 7 a & 6). 

One specimen (F.216) from St. James, False Bay (April 11, 1933) was de¬ 
scribed as 4 broad, pink, in pool, rare Two specimens from Oudekraal 
(June 28, 1934) were described as 4 pinkish grey, under stone \ 

In spirit all three specimens had partly autotomised, the first to the extent 
of a small part of the tail 4 mm. long ; both the others in two places, and in one 
of them the tail was missing altogether. In the first a caudal appendage was 
present; in the other complete worm the end of the body was pointed and 
no appendage could be seen. 
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The colour is pinkish brown and uniform. The body is a flat oval in section, 
with strong lateral ridges in SAN i (an immature female), flattened dorsally 
and strongly convex ventralIv in SAX 7 (a female with ripe eggs) (fig. 0, B, C). 
The size of SAN 1 was as follows :—Length 3*5 cm., breadth behind the head 
4*0 min., thickness behind the head 2*5 mm., broadest part of the body 5*5 mm. 



Fig. 6. —Cerebratulus f uncus MTntcteh. 


A. Transverse section through brain region, to show cephalic slits (m) and neuroehord 
coll (the). B, C. Hand-sections through posterior third of body of SAN 1 and SAN 7 
to show position of lateral nerves (In). D, E. Dorsal body-wall of SAN 1 & 7. 

In this specimen the proboscis was extruded, 2*3 cm. long, 1 mm. in diameter, 
and pale pink in colour. The other specimens were approximately 2*5 cm. 
long and 2*0 and 1*8 mm. broad. 

JOUBN. LINN. 800.—ZOOLOGY, VOL. XLI 
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The head is somewhat triangular in outline from above, very acutely pointed 
from the side. Narrow cephalic slits are visible, succeeded on the body by 
a distinct lateral longitudinal ridge. The body is transversely wrinkled, 
with longitudinal wrinkles visible behind the head. No eyes can be seen, 
nor do any become apparent on clearing in cedar oil. The mouth is small. 
Hand sections show that the rhynchocool extends well into the posterior third 
of the body. 

Frontal organs are present. Eyes are present in the form of deeply-placed 
brown cup-shaped structures. Head-glands are sparse, stain palely with 
haematoxylin and nearly reach the brain. The cephalic slits are deep. 

A description of C.fuscus from Saldanha Bay has already been given (Wheeler, 
1934), and to this description these worms conform, with the additional fact 
that a pair of neurochord cells is present (fig. 6, A). The cells have been found 
in both series of sections, and in the more favourable it is evident that each 
cell is bipolar, one branch passing into the ventral fibres of its own side, one 
passing across to the other. The co-ordination of the muscles necessary for 
the action of swimming inevitably suggests itself in connection with the presence 
of neurochord cells in Cerebratulus as opposed to their absence in the creeping 
Lineids. 

The outline sections through the posterior third of the body (fig. 6, B & C) 
show that the convexity of the ventral side causes the lateral nerves to appear 
above the median horizontal plane. Actually the nerves are at the broadest 
part of the body and at the true lateral margins. 

Order HOPLONEMERTEA Hubrecht. 

Suborder Monostylifera Brinkmann. 

Genus Emplectonema Stimpson. 

Emplectonema ophiocefhalum (Schmarda) (SAN 13). 

One specimen of a very long white worm, found under a stone in a pool 
at Oudekraal on July 28, 1934, has been identified with a species described 
from Saldanha Bay, which was shown to be the form discovered by Schmarda 
under stones and in sand at Table Bay and named by him Ommatoplea ophio- 
wphala. 

In spirit the specimen is 22-0 cm. long, 2 mm. wide, and 1 mm. thick. It is 
whitish grey in colour and marked by chalky-white dots indicating the presence 
of gonads throughout the body from 12 mm. behind the head to 5 mm. from the 
tip of the tail. The head end is thick and blunt, the tail bulbous and bluntly 
pointed. A few circular wrinkles occur behind the head, and a mid-dorsal 
depression passes down the body. No grooves are apparent on the head, 
and no eyes are visible even on clearing in clove oil. The tightly apposed 
right and left brain-lobes and the short proboscis, with the base of the main 
stylet (0*06 mm.), can be seen. 
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Many eyes are immediately visible in sections (fig. 7, A). The head-glands 
disappear at the junction ol’ the oesophagus and rhynchodaeum. The con¬ 
nective tissue of the body stains with haematoxylin, as noted previously. 

The basement-membrane is thick and stains with haematoxylin. The 
epithelium is also thick, but in this specimen is practically entirely missing 
except for a few patches at the tail. The eggs are large and each contains 
one pair (fig. 7, B). The form of the brain, the small size of the cerebral organs 
and their disappearance before the brain, and the staining of the connective 
tissue leave no doubt as to the identity of this specimen. 



Fl<;. 7 /’ mplrctonctna ophton pJuilum (Sehmanla). 

A. Sr<*{ mu through anterior end of head, to 'dnm eye- (c) and head-glands (/if/). 
P. Section of bodv near tail. '•how nm; the pain d o\ «i (7). 


(leans Zyoonkmektes Montgomery. 

Zygonkmlrtes i'apensi^ Wheeler (8AX 14, 17). 

Two specimens occur in the collection : one v white in colour, living among 
the “ roots " of tin* holdfast of a plant of the sea bamboo. Eckionia bitccinalis , 
m a very deep poo! ' at Oudekraal (A 174 a). taken on March 17, 1934 ; the 
other (SAN 17) ' pink in colour, t wo found under stones in channel in the middle 
part of the shore ' at Shelly Beach, East London, on July 25, 1937 (L 414). 

Both preserved specimens are slender, without markings. The former 
is white, the latter pale buff-grey. The body tapers in each, the lengths being 
3-0 cm. and 3*0 cm., the width (a little less than the thickness) being about 
1 mm. The head is little flattened, round in outline from above and bears 
a distinct chevron groove at the back with the apex pointing down the body 
(fig. 8, A). There is a second ring-groove some distance further back in both. 
No eyes or slits can be distinguished, but eyes appear in cedar oil in the throe 
groups, the outer anterior group opening forward, the inner back, and the 
posterior laterally as previously described. In both the characteristic hooks 
are present in the epithelial cells (tig. 8, B). 

The anatomy follows the previous description, with the exception that 
in SAN 17 the proboscidial norves number 14-15, whereas in the type they were 
thirteen. In SAN 14 the proboscis is missing. Further, the single excretory 

3* 
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duct on each side, which lies close behind the brain, opens to the exterior directly 
downwards under the lateral nerve instead of laterally from above it. In the 
section drawn (fig. 8, C) the head was cut obliquely, so that the dorsal commis¬ 
sure is shown in addition to the dorsal ganglia, while the ventral ganglia have 
already become 1 the lateral nerves. This accounts for the position of the 
excretory ducts very far forwards in the bra in-region. 1 do not know whether 
the difference in the course of the excretory ducts is of significance. It is 
possible that had the thick proboscis been retained the gut would have been 
pressed downwards and the ducts would then appear lateral, or that, as in 
Amphiporus afncanus, there are more duets than one and they do not pass 
to the exterior in the same direction. SAN 14 is a ripe male with testes as 
shown in the original description (Wheeler, 1934, p. 342, fig. 15, B). SAN 17 



Fig. 8 .—Zygonemertes cape ns is Wheeler. 

A. Head of SAN 14. B. Body-wall in region of anterior caecum, showing one of the 
characteristic hooks (h). C. Transverse section of body in the region of the 
excretory duct (f\r). 

is a ripe female with very large eggs. In this specimen the armature was 
seen. The main stylet is 006 mm., the base 014 mm., brownish in colour 
and square at the end. Two accessory reservoirs could be discerned, but no 
stylets. The rhynchoeoel extends the whole length of the body. This fact, 
with the hooks in the epithelium and the position of the groups of eyes, justifies 
the inclusion of this specimen under Zygonemerte *. 


Genus Amphiporus Ehrenberg. 

Amphiporus africanus, sp. n. (SAN 11, 18). 

Two specimens of this species were collected, SAN 11 'a small white worm, 
living between the roots of the alga Hypnea specified , low down on the shore * 
at Shelly Beach, East London, on July 7,1937 (L 108) ; and SAN 18 4 a small 
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pink worm, under stone in channel on the upper part of the shore 1 at the same 
place on duly 20, 1037 (L 343). 

In spirit the first specimen is of a \ery pale pinkish-mauve colour, the body 
twisted and mottled and dotted with white* ironads. It is approximately 
J s vm ,on k r ' l s mm. wide at the head, and 1-5 nun. thick. Circular wrinkles 
occur at tin* head (Jig. 0, A) and there is a pore at the extreme tip. The second 
specimen is shorter. 7-0 nun long, 1-5 nun. broad, and 10 mm. thiek. The head 



Kuo a. us afn'ctnm .sp. n. 

A. Sketch of preserved specimen. SAN 11. B. Head of SAN 18. cleared in cedar oil. 
C. Head of the tw p/ttporu* from Saldanlin Bay, sketch made in 1033. D, B Body- 
wall in legion of anterior caecum. K. Graphical reconstruction of the head from 
sections of SAN 11 and 18, showing head-glands (htj) % brain (6), cerebral organs (co), 
anterior caecum («c), and excretory duct (cr). G. Longitudinal sect ion ol part of the 
proboscis, to show the base (#b) of the main stylet. 


is round and there is a very well-marked circular fissure round the body behind 
it with slight transverse wrinkling. The body t apers and the tail ends abruptly. 
Neither mouth nor eyes can be seen. Jn cedar oil no eyes can be distinguished 
in SAN 11, but in SAN 18 there are eight pale brown cup-shaped eyes on 
each side in two irregular lines near the margin of the head. The branches 
of the gut are simple and the brain is large (fig. 9, B). 
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In SAN 11 thirteen eyes altogether were counted in the serial sections. The 
rhynchocoel extends to the end of the body. The proboscis, which had been 
retained, has eleven nerve-strands, a short round red base to the main stylet 
(fig. 9, O), and two accessory reservoirs. None of the stylets had been pre¬ 
served. The epithelium in the region of the anterior caecum stains lightly 
with haematoxylin. It is 0 055 mm. thick and lies over a deeply-stained layer, 
apparently distinct from the thick basement-membrane, which appears homo¬ 
geneous and stains lightly with eosin. Beneath this are the two muscle-layers 
of the body. The circular layer is 0 01 mm. thick. There is no diagonal 
layer. 

The head-glands are diffuse, do not stain, open to the rhynchodaeum close 
to its external opening and disappear just before the brain (fig. 9, F). The 
narrow oesophagus opens into the rhynchodaeum close to the external opening 
of the latter. Directly behind the brain it widens into a capacious mid-gut. 
An anterior caecum is present, and two branches reach forward to the posterior 
end of the brain. 

The excretory system is directly behind the brain, and the ducts to the 
exterior occur here also (fig. 9, F). In SAN 11 there are two ducts above the 
lateral nerves passing outwards and slightly upwards, and two below, passing 
downwards on the left side ; on the right there is a single duct above the nerves. 
In SAN 18 one duct passed out laterally and one ventrally on the left, on the 
right a single duct passed out laterally just ventral to the plane of the middle 
of the body. The cerebral canals open laterally just in front of the brain. They 
pass in and back along the sides of the brain between the dorsal and ventral 
ganglia until the latter become the lateral nerves. They then expand into the 
cerebral organs and continue past the ends of the dorsal ganglia (fig. 9, F). 
The lateral nerves in both specimens make an abrupt turn outwards at the 
brain, and an equally abrupt turn to pass down the body. 

Both specimens were females, SAN 11 having larger oocytes than SAN 18. 
In both the cytoplasm of the smaller oocytes is stained with haematoxylin, 
that of the larger with eosin. All contain a deeply stained (purple) nucleolus 
in each nucleus, which appears enormous in the smallest oocytes and is actually 
smaller in the larger ones. Several oocytes occur together in each sac, and 
the latter occur regularly between the branches of the gut. 

The only Amphiporus taken at Saldanha Bay was identified with A. pulcher 
Johnston. This possessed eleven nerves in the proboscis. It differed from those 
here described only in the j>osition of the two branches of the anterior caecum, 
which in the previous specimen did not approach the brain, and in the course 
of the excretory ducts, which passed back and opened laterally some distance 
behind the brain. These differences are explained by the different states of 
contraction of the body. In the Saldanha Bay specimen ‘ the ventral ganglia, 
becoming the lateral nerves, shift gradually outwards while in the present 
specimens there is a double twist. This is shown in two sketches of the heads 
of animals, one from Saldanha Bay (fig. 9, C) and one from the present material 
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(fig. 9, B, SAN 18). In the latter contraction has brought the anterior caecum 
close to the brain, and doubtless the excretory ducts as well. 

There are differences between these animals and Amphiporus pulcher in the 
number of nerves in the proboscis and the branching of the gut. Burger 
(1904) gives ten nerves in A. pulcher and states that the pockets of the gut are 
branched (1895, p. 567). The occurrence of eleven nerves in the proboscis 
and the simple gut-branches justify the new species Amphiporus africanus , 
in which is included the form previously described from Saldanha Bay as 
A. pulcher. 

Genus Prostoma A. Duges 

Prostoma oi toiti, up. n (SAN 16). 

One specimen was taken at Bats Cave Rocks, East London, on July 17, 
1937 (L.5I2), with the note ' only one found living in a little hole in the soft 
limestone of which the littoral rocks are composed \ 



Fig. in Prostoma dutoiti. sp. n 

A. Head cleared in cedai oil. B. Transverse section through anterior end of head, to show 
head-glands (/<</) and cerebral organs (ro). C. Transverse section of body, showing 
branches of the anterior caecum (ac) and excretory duct (e.c). I). Transverse section 

through brain, to show extent of head-glands. 

The preserved specimen is a thin brow n worm with a thread-like proboscis 
nearly as long as the body. The tip of the head appears white, and a small 
elevation just beneath the tip marks the opening of the rhynchodaeum. The 
length is 1*7 cm., breadth 1 mm., and thickness 0-5 mm. The proboscis is 
about 0 03 mm. in diameter. The head is pointed and somewhat flattened, 
the tail acutely pointed. On clearing in cedar oil the eyes are visible as large 
brown cup-shaped bodies, in groups of two and four on the left and one and two 
on the right, at the angles of a rectangle (fig. 10, A). The stylets had been 
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dissolved, but the base of the main stylet is small (0*05 mm.) and pear-shaped. 

The head-glands open at the tip of the head near the rhynchodaeum. They 
are large and continue back to the brain. There is a mass over the dorsal 
ganglia which almost disappears with the ganglia ; but isolated strands 
continue behind the brain (fig. 10, B. D). 

The epithelium is thick (0 05 mm.) and is packed with haematoxylin-stained 
nuclei at the bases of the cells and elongated bodies further out. The basement- 
membrane stains deeply and is thinner than the circular muscles (0*01 nun.). 
The oesophagus is very narrow in the brain region. It opens out afterwards 
to a simple tube with deeply-staining cells in the Avails. Two symmetrical 
branches of the anterior caecum pass forwards, at first closely pressed beneath 
the gut, further forvA'ards separated by it (fig. 10, C) and ending some distance 
behind the brain. The rhynchoeoel extends to the posterior third of the body 
at least, and the proboscis possesses thirteen nerve-strands. The cerebral 
canals open at the tip of the head near the proboscis pore (fig. 10, B). and 
the organs disappear before the brain. Two duets on one side passing directly 
upwards, one behind the other, some distance behind the brain, constitute 
all that is seen of the openings of the excretory system (fig. 10, C). The brain 
is large. No neurochord cells are present, and the dorsal ganglia are not 
continued in the lateral nerA T es as in Oer.sfedia war if lata , described from 
Saldanha Bay. 

Duplication or multiplication of the eyes is not uncommon in this genus. 
Burger (1895) has described P. era datum ,iron\ Naples with four double eyes ; 
Coe (1905) described P. aberrant from Alaska in which the eyes were * three 
to five isolated pigment masses of variable size \ and I have described 
P. (.sbensewi from South Georgia and Oersted ia macukita from South Africa 
with a larger number than the usual four of the genus. The increase in the 
number of eyes appears to be often accompanied by an increase in the number 
of nerves in the proboscis. Coe remarks on the twelve nerves in P. aberrant. 

P. dutoiti can be separated from O. maculata by the possession of thirteen 
nerves in the proboscis instead of ten, the branched anterior caecum, and 
the greater extent of the head-glands. I have named the species in honour 
of Dr. C. A. du Toit, associated with Professor Stephenson in the ecological 
survey. 

Suborder Polystilifera Brinkmann. 

Genus Paradrepanophorus Wijnhoff. 
Paradrepanophorus stepheinsoni, sp. n. (SAN 2, 12). 

Two specimens were collected at Oudekraal, A.395 (SAN 2) on October 7, 
1934, and A.101 (SAN 12) on January 18,1934. In life the former was noted 
as k stout, pinkish, from North Rocks, Oudekraal, under stone in pool \ the 
latter as ‘ pinkish in colour, under stone in fairly deep pool ’. 

SAN 2. Length 5*2 cm. ; broadest part of body 3*8 mm.; thickest part 
of body 2*0 mm. 




Fio. II .—Paradrepcmophorns Stephensoni. sp. n. 

A. Sketch of preserved specimen, SAN 12. B. Head of SAN 2, side view, uftei clearing 
in cedar oil. C. Tail of SAN 12, after clearing m cedar oil. D, E. Both-wall of 
SAN 12 (brain region) and SAN 2, showing the nerve-strands (a,v) beneath the base- 
mont.membrane. E. Longitudinal section of the stylet region of the proboscis 
reconstructed from two sections, to show the basal rod (br). G. Graphical re¬ 
construction from both series of sections, showing head-glands {hg) % eyes (e), 
vascular system (tv?). brain (6) and cert'bra 1 organs (co), alimentary and excretory 
systems (c,r). 
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SAN 12. Length 1*7 cm. ; broadest part of body 3*0 mm. ; thickest part 
of body 1*0 mm. 

Both the preserved specimens are uniform light brown in colour. The head 
is bluntly rounded in outline from above, and the succeeding part of the body 
is nearly round in section. A short distance behind the head the body 
becomes progressively more and more flattened, and distinctly sharp edges 
appear. The tail is so thin that it is translucent (figs. 11, A, C). In SAN 2 
faint blackish areas on the dorsal side of the head indicate the eye-spots. In 
cedar oil eighteen large pale brown cup-shaped eyes were counted on the right 
side, with a smaller group nearer the middle line (fig. 11, B). In SAN 12 no 
eyes could be seen, probably because this worm had retained the thick epi¬ 
thelium. Branches of the gut, as short lateral pockets, can be seen reaching 
about halfway from the middle line to the edge of the body (fig. 11, C). 

SAN 2 had contracted little ; SAN 12, on the other hand, had retracted the 
head very considerably, making the tracing of the alimentary and vascular 
systems difficult. SAN 2 had lost the epithelium over the anterior part of the 
body and head, and the proboscis was missing, but both epithelium and pro¬ 
boscis were present in SAN 12, the proboscis having been detached but retained 
with the body. In certain particulars there are differences between these 
specimens. The basement-membrane appears to be thicker in SAN 12, and the 
anterior caecum and excretory ducts are closer to the brain, but I am satisfied 
that such differences are due to the different states of the animals on preser¬ 
vation. • 

The epithelium is thick (0-08 mm.) and contains elongated bodies staining 
deeply with haematoxylin towards the basal part of the layer. The basement- 
membrane (0065 mm.) stains palely and overlies the circular muscles 
(0*035 mm.) and a layer of crossed diagonal fibres (fig. 11, D, E). The longi¬ 
tudinal muscles are separated, though not conspicuously, into bundles, and 
between these, close under the diagonal muscle-layer lie longitudinal nerve- 
strands. These are very striking in SAN 2 (fig. 12, A, B, D, H) and present, 
though not so evident, in SAN 12. Just before the opening of the cerebral 
canal there are five longitudinal furrows in the epithelium, lined with modified 
cells. These abut on a transverse fold (fig. 12, F). In SAN 2, owing to the 
absence of the epithelium, the furrows are not evident. The head-glands 
(fig. 12, A, C) are compact, do not stain, are placed mid-dorsally over the 
rhynchodaeum and disappear over the opening of the oesophagus. The aperture 
is terminal. The eyes are large. In the sections I counted 24 on one side, 
29 on the other in SAN 2 ; 19 on one side, 16 on the other in SAN 12. The 
larger ones lie nearer the margins of the head, suggesting that in the living 
animal there are four rows of eyes diverging from the tip of the head. 

The mouth and proboscis-pore are separate (fig. 11, B, SAN 2). There is 
a unique but very definite connection between the opening of the rhynchocoel 
and the oesophagus in the form of a flattened tube, as shown in the three sections 
drawn (fig. 12, A, B, D). In SAN 2 both openings are very distinct, as can 



Fig. 12 .—-Pa rad re panophoms st-ephensoni , sp. n. 

A, B, D, E, G, H. Sections of the series SAN 2, showing the head-glands {hg) r eyes (e)„ 
co n nec t i on (conn) between the proboscis-pore and mouth (w), peripheral nerve-strands 
(ns), vascular sacs (vs), brain and cerebral canals (cc) and organs (co). For com- 
parison the sections C and F of the series SAN 12 are given. 
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be seen from the side view of the head cleared in cedar oil (fig. 11, B). In 
SAN 12 there is more of an atrium, due partly, though not entirely, to the 
presence of the epithelium. Notwithstanding the distortion due to contraction 
in this specimen, the connecting-tube can be traced. Tt is as though the 
lips of a narrow r elongated atrium joining the proboscis-pore and mouth had 
coalesced. 

The oesophagus continues back to the brain as a simple tube. Directly 
behind the brain it expands and its w alls become folded (fig. 12, H ; fig. 13, E). 
A capacious simple anterior caecum stretches forwards 0*5 mm., giving off 
on each side simple pocket-like diverticula in continuation w r ith the intestinal 
series (fig. 13, A, B, F). 

The vascular system is composed of well-marked vessels. There is a loop 
vessel in the head which passes back on each side of the rhynchocoel. In front 
of the brain these vessels divide, the outer branches enlarging and forming 
conspicuous ovoid sacs in both series of sections. The sacs are filled with 
nucleated bodies (figs. 11, (1 ; fig. 12, 10). Each sac has a fine muscular invest¬ 
ment and each opens posteriorly into two vessels, both passing back. One 
of these rejoins the other branch of the head loop, and traces of it arc* soon lost 
outside the brain ; the other passes in and enters the* nerve-ring. Here it 
joins the vessel from the other side* of the body and gives off the dorsal vessel, 
winch almost immediately passes upwards through the rhynchocoel wall, and 
the lateral vessels, which pass down the body on each side in association with 
the lateral nerves (fig. 11, («). At the region of the excretory tubules the 
lateral vessels become convoluted, and enlarged sacs are again to lx* seen in 
close proximity to the tubules. The dorsal vessel remains within the rhyneho- 
coel until the second pair of sacs are given off from the anterior caecum, when 
it descends through the wall and runs dorsal to the.* gut. Neither commissural 
vessels, passing between the intestinal diverticula to the median dorsal vessel, 
nor vessels passing round the end of the diverticula, as described by Punnett 
(1901) in Drepanophorus rose,us, can be seen. In 1). roseus > however, the 
vascular system is described as being exceedingly conspicuous by reason of the 
large oval corpuscles contained in it. The ovoid sacs described above contain 
nucleated cells packed together so that the walls of the cells appear angular. 
They correspond with the blood-corpuscles figured by Burger (1895, pi. vii, 
fig, 10) from Drepanophorus crassus , and are found only in the sacs—the vessels 
through the body are empty. 

The excretory tubules form a convoluted mass directly behind the brain and 
cerebral organs. A single duct on each side, which passes over and outside 
the lateral nerve, opens on the ventral surface immediately below the nerve 
(fig. 11, G). 

The proboscis is thick and white. It is 1*2 mm. in diameter and 5 mm. 
long (SAN 12). After clearing, the curved basal rod is visible, with eight angle* 
cups for the bases of the stylets (fig. 11, F). The proboscis has 22 nerve- 
strands. The rhynchocoel at first is without a muscular envelope* A 



F IG . 13 .— pamdrepanophom* stephenxom , sp. n. 

, B. Oblique section across a bend in the preserved specimen showing the diagonal muscle- 
layer (dm) beneath the circular muscles (cm), rhynchocoel sacs <r*s). and branches 
<7the gut C. D, E. F, G. Sections of the series SAN 12, showing the tarn (6) and 
oerebraT'organs (»). anterior caecum (oc), excretory duct (e,). and shape of the 
posterior end of the body in transverse section. 
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sphincter surrounds it in front of the brain, and here the nerves enter the 
musculature. Further back the wall is formed of interlacing circular and 
longitudinal fibres. The paired diverticula are given off at each side, beginning 
behind the brain (fig. 13, A, E, F, G). In SAN 2 they appear to be short round 
sacs, but examination of oblique sections (fig. 13, B) shows that there is a 
proximal inflated part and a much longer distal narrow tubular part passing 
above the gut-branches and over the lateral nerves. In SAN 12 the proximal 
inflation is absent. Presumably the diverticula are extensible when the 
proboscis is withdrawn in life, and collapse when it is extruded. The diverticula 
alternate with the gut-branches. 

The brain is very large. Dorsal and ventral ganglia are liardlv distinguish¬ 
able from one another, but the former are far larger than the latter. The 
fibrous part of the brain is much greater than the cellular part. I have distin¬ 
guished a pair of neurochord cells in one worm (SAN 2) and one neurochord 
cell in the other. They occur on the mesial face of the dorsal ganglion, high 
up near the rhynchocoel wall, just before the ventral part of the fibrous tissue 
of the brain becomes independent and can be called the ventral ganglion. The 
dorsal ganglia are bi-cornuate posteriorly. The dorsal commissure is longer 
and thinner than the ventral, though 1 believe that fixed material does not 
give an adequate picture of the living tissue, owing to stretching by the passage 
of the proboscis and convulsive movements at the time of fixing. In SAN 12 
the ventral ganglia take a sharp turn outwards to become the lateral nerves, 
and again turn sharply to pass down the bod} 7 (fig. 13, D). In SAN 2 the lateral 
nerves shift outwards gradually, indicating that one worm was fixed in com¬ 
parative relaxation, while the other contracted violently, and in doing so brought 
the mouth and proboscis pore close together, twisted the lateral nerves, reduced 
the distance of the excretory ducts and anterior caecum from the brain, and 
thickened the basement-membrane. 

The cerebral canals open laterally in the brain region. After passing through 
the longitudinal muscles the canal forks. Ciliated cells occur in both branches, 
one of which passes dorsally. This branch ends in four or five short finger-like 
blind pits, which overlie the gland-cells that are associated with the other 
branch. At the fork of the canal and for a short distance beyond it the two 
branches are surrounded with nerve-cells and fibres. The latter can be traced 
into the dorsal ganglion. The ventral branch turns to pass parallel to the side 
of the dorsal ganglion. It becomes surrounded with eosinophile cells which 
appear to secrete into a main duct passing inwards to the end of this branch. 
The branch opens out and is invested in the fibres of a large nerve from the 
posterior end of the dorsal ganglion. The cerebral organs are rounded off by 
gland-cells (fig. 11, G). The lateral nerves pass down the body close to the 
ventral longitudinal muscles and about halfway between the middle line and 
the margin of the body on each side. 

Both specimens were immature females. Few very small oocytes occur 



NEMERTEANK FROM SOUTH AFRICA 


47 


in the simple gonadial sacs between the branches of the gut. In each oocyte 
a large dark globular nucleolus can be seen (fig. 13, G). The sacs are placed 
close to the lateral nerves on the mesial side. Dorso-ventral muscle-strands 
occur here between the gut-branches. 

The Polystilifera have recently been the subject of an exhaustive treatise 
by Wijnhofif (1936), who divides the littoral creeping and swimming forms into 
two divisions depending on the structure of the cerebral organs. In a previous 
paper by Wijnhoff (1926) the distinction was summed up as follows :— 4 The 
presence of a cerebral sac is a lmost restricted to the Polystilifera Reptantia and 
involves the bifurcation of the cerebral canal. ... In Drepanophorus , s.str., 
Brinkmannia and Punneitia the branch which opens into the sac has a sensory 
epithelium and communicates with the sac by a slit-like mouth along its whole 
length as described by Burger. The same kind of sensory epithelium is found 
in the other canal which ends as a glandular tube. As a rule the dorsal canal 
is in connection with the glandular masses, the ventral one with the sac. In all 
other genera . . . the branches of the cerebral canal are unequal. The branch 
leading to the sac has no slit-like mouth nor sensory epithelium . . . whereas 
the glandular branch has a sensory epithelium. Moreover, the ventro-median 
one always goes to the glandular mass and the dorso-lateral one to the sac. . . .’ 

A comparison with some sections of Punnvttia hubrechti Wijnhoff, made in 
Plymouth in 1921, with a colour-sketch that enabled identification to be made 
from Wijnhoff's table (1926) of the Mediterranean species shows clearly the 
difference m the types of cerebral organs. Punneitia belongs to the Equi- 
furcata ; the animals described here to the Inequifurcata of Wijnhoff, which 
are thus diagnosed (1936)—’ Mund und Russeldffnung liegen fast immer gemein- 
sam in einem Atrium. Per Cerebralkanal spaltet sich in einen Sinneskanal 
und einen Sack. Rhynchoeolomdivertikel oft verzweigt. Gonaden oft mehr- 
reihig. Gehirn mit Neuroohordzellen \ 

The assemblage of characters that distinguish the Paradrepanophoridae 
are—* Grosses Gehirn mit kurzer ventraler Kommissur und gut entwiekelten 
ventral gelegencn aber kaum abgetrennten ventralen Ganglia. Dorsale Ganglia 
sehr gross. Einfache eireulare Kopffurehen. Cerebralorgane dem Gehirn 
angelagert, mit Neurilemma, ohne Anhiinge. Koine Priisen an der Gabclstelle. 
Unverzweigte Rhynchoeolomdivertikel hinter dem Gehirn. Magen mit 
Blinds&ckcn. .Darmtasehen unverzweigt. Gonaden mit ventralen Pori, 
oft mehrreihig \ 

The new species, named in honour of Professor Stephenson, is characterised 
by the connecting-tube between the proboscis-pore and the mouth, by the 
dilated ovoid vessels in the head, and by the peripheral longitudinal nerves. 
In life it is a small form, uniformly pink in colour, with a broad body and 
with sixteen to twenty-nine eye-spots in the head. 
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Note oil Lineus corrugatfs McIntosh. 

Tlie erroneous identification with Lineus corrugatus of the worms to which 
I have given the name L. ornatus , sp. n., in this paper has drawn my attention 
again to the confusion that exists regarding the presence of eye-spots in this 
species. Thus, Punnett and Cooper (1908) reported L. corrugatus from Cargados 
Cara j os, near Mauritius in the Indian Ocean, remarking that the specimen 
' agrees with the type in the presence of eyes . . yet in the table appended 
to their report classifying certain anatomical features of the Linekke eyes are 
demoted as absent in L. corrugatus. 

L. corrugatus was originally described from the k Challenger ' collections 
at Kerguelen by MTntosh (1879) and Hubrecht (1887). Neither found e\es. 
1 have recently examined many specimens from the type-locality collected 
by the British, Australian, and New Zealand Antarctic Research Expedition, 
and I can find no trace of eyes on clearing in cedar oil or anilin oil or in sections. 

In 189fi Burger described Cerebratul/us magalhaensicus from southern South 
America and the Falkland Islands. This species was said to possess a few smal* 
eyes near the cephalic slits. Several further records of the species occur in the 
literature (Burger, 18906, 1899, 19046), but in 1907 Burger himself synonymised 
his C. magalhaensicus with MTritosh’s Lineus corrugatus and bestowed upon 
it 1 eine geringe Anzahl klciner Augon, welche dieht vor den Kopfspalten 
liegen \ 

On my way to South (Georgia in 1924 as a member of the ‘Discovery* 
Investigations staff I collected some worms in Port Stanley Harbour in the 
Falklands. They corresponded with the description of C. magalhaensic us, 
but were without eyes. Later, in South Georgia between 1925 and 1927 and 
again in 1931 I made many observations of living Nemerteans. I identified 
the commonest form as L. corrugatus and included my specimens from Port 
Stanley. Neither living animals nor sections showed eyes. 1 was at this 
time searching for Cerebratuhts steinini which Burger had described in 1893 
from more than twenty specimens collected at South Georgia. This species 
again possessed a few small eyes, but the description otherwise applied to 
L. corrugatus. Not being able to find any Heteronemertean with eyes, T came 
to the conclusion that certain organs that are apparent in sections of the head 
of L. corrugatus close to the inner ends of the cephalic slits had been mistaken 
for eyes, and I accordingly synonymised C. steinini with L. corrugatus (1934). 
These organs are, I believe, part of the nerve-supply to the cephalic slits and 
in life they appear as chalky-white granules. 

This explanation covers the discrepancy in the account of C. magalhaensicus , 
and I assert that although L. corrugatus varies greatly in colour, size, and shape, 
it never possesses eyes. 
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The seasons in a tropical rain-forest (New Hebrides). Part 5. Birds ( Pachy - 
cephala). By John R. Baker, D.Sc., A. J. Marshall, and T. H. Harris- 
son. (Communicated by Prof. E. S. Goodrich, F.R.S., F.L.S.) (From 
the Department of Zoology and Comparative Anatomy, Oxford.) 

(With 3 Text-figures and Plate 1) 

[Read 11 April 1940.] 

Introduction. 

The island of Espiritu Santo, New Hebrides (Pacific Ocean), was chosen 
for a special study of the biology of the seasons because it presents a remarkably 
unvarying climate. In the tropics it is usual for there to be sharply marked 
wet and dry seasons, but in the northern New Hebrides there is no proper dry 
season. The proximity to the equator (15° S.) and the surrounding ocean 
ensure that seasonal changes in temperature are very small. It was the main 
object of the Oxford University Expedition of 1933-4 to investigate seasonal 
phenomena in animals and plants in this remarkably unseasonal climate. 
Previous communications in this series have dealt with meteorology (Baker and 
Harrisson, 1936), botany (Baker and I. Baker, 1936), fruit-bats (Baker and 
Z. Baker, 1936) and insectivorous bats (Baker and Bird, 1936). 

We wish to acknowledge our indebtedness to those organizations which 
supported the Expedition, namely, the Royal Society, the Percy Sladen Trust 
and the Oxford University Exploration Club, and to express our thanks to 
Professor E. S. Goodrich, in whose Department the results of the Expedition’s 
investigations are being worked out. We.also acknowledge much help from 
the other members of the expedition, Miss I. Baker, Mrs. Z. Baker and Mr. T. F. 
Bird. Mr. N. B. Kinnear has kindly helped us by showing us the eggs 
of Pachycephala spp. in the British Museum (Natural History) and in 
other ways. 


General remarks on Pachycephala pectoralis, 
the species chosen for special study. 

Observations were made on the reproduction of many species of birds, and 
an account of our findings will be published later. This paper is concerned 
only with one genus and mostly with one species, which was chosen for con¬ 
centrated study on account of the advantages which it presented. We required 
a non-migratory species, so that we could study it throughout the year in one 
place, and it was necessary that it should be abundant and easily obtained. 
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It was desirable also that it should live in the natural rain-forest, rather than 
in the native gardens, and also that it should be a species which lived for the 
most part in the shade of the forest, below the leaf-canopy, for then the en¬ 
vironmental conditions to which it was subjected would be accurately measured 
by our forest meteorological station. It was further required that the chosen 
species should not nest in inaccessible places and that the nest should be fairly 
easily found. An added advantage would be that adults could be sharply 
distinguished from young birds by a simple criterion. 

All the advantages are presented by our chosen species, the Golden Whistler, 
Pachycephala pectoralis (Latham), which is illustrated in PJ. 1 . Pachycephala 
is a genus of Passerine birds, thought to be allied to the shrikes or to the 
flycatchers. P. pectoralis was first described by Latham in 1801. It is a small 
bird, the males weighing (in the New Hebrides) some 28 gm. and the females 
about 4 gm. less. The male is olive-green above and has a black crown, a white 
throat, and a brilliant gamboge-yellow under-surface. The white and yellow 
are sharply separated by a black pectoral stripe, to which the specific name 
refers (see Latham, 1801). A good coloured figure is given by Froggatt 
(1921), who, like many authors, uses the name P. guttu rails. The female lacks 
the brilliant coloration of her mate, and is mostly greyish brown with a dull 
greyish-white chin and throat. The male has a striking song, which is one 
of the most familiar sounds of the New Hebridean rain-forest. A single loud 
note is repeated a number of times and then there is a final higher note, closely 
resembling the resounding crack of a whip. 

Pachycephala pectoralis has a very wide distribution. It occurs right across 
Australia from the extreme west (including Rottnest Is.) to the east coast 
and beyond to Lord Howe Island, it occurs also in Tasmania, which is its 
southernmost limit. In the north it is found from the eastern part of Java, 
eastwards through Sumbawa and Flores (where it was found by A. R. Wallace) 
to the Moluccas and New Guinea, and thence through New Britain and the 
Solomon Is. to the New Hebrides, New Caledonia, and Fiji (Alexander, 1921 ; 
Hartert, 1928 ; Mayr, 1932 a and 1932 b ; Rensch, 1931 : Wallace, 1863). 
It covers a vertical range from sea-level to 1200 metres in the East Indies 
(Rensch, 1931). For the most part the Golden Whistler is a woodland bird, 
though it is stated to invade the suburban gardens of Sydney in winter (Le 
Souef, 1920). 

P. pectoralis is essentially a non-migratory species and the whole life of each 
individual is usually spent in one locality (Chisholm, 1938 ; Howe, 1932 ; etc. ; 
but see Agnew, 1921, for a small exception). It is probably on account of its 
non-migratory habits that the species has no fewer than 70 geographical forms, 
a number which easily exceeds that of any other species of bird (Mayr, 1932 a). 
In the New Hebrides and Banks Is. the races of the various islands have in¬ 
distinguishable or very similar males, while the females are distinct (Mayr, 
1932 6). 


4 * 
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All observers agree that P. pectoralis is insectivorous (Cleland, 1910 and 1911, 
Lea and Gray, 1935). Orthoptera, Rhynchota, Coleoptera, and Lepidopterous 
and Hymenopterous larvae are stated to be the usual food. Sometimes spiders 
are found in the stomach and occasionally small seeds. In the New Hebrides 
we found the stomach-contents to be mostly beetles and Orthoptera Saltatoria, 
with seeds from time to time and occasionally an earwig, a cicada or other 
Rhynchotan, a Lepidopterous larva, or a spider. Other miscellaneous objects 
which we found in stomachs were a gecko ( Lepidodactylus lugubris ), five inches 
long, chillis, a seedling, and a leaf. 

The nest, generally situated some 5-12 feet from the ground, is a rather rough, 
open cup-shaped structure (see North, 1906-09), built by the female alone 
(Howe, 1928). An excellent photograph of the nest and eggs is given by 
Jackson (1921). The eggs are commonly two or three in number. The colour 
of the background is creamy to pale buff, and there are freckles of umber-brown, 
especially in a zone running round the egg near its broader end. 

The eggs are laid each day until the clutch is complete. Incubation is shared 
by both sexes (Howe, 1928). The young hatch 16 days after the last egg was 
laid and leave the nest 11 days after hatching (observations in Victoria by Hall, 
1900). In New South Wales there are two or more broods in the season (North). 

It is very easy to distinguish the young of both sexes from adults, because 
the young have reddish brown in the tail-coverts and elsewhere, which is com¬ 
pletely lacking in mature birds. The period of maturity is prolonged and it is 
not until the second year that the full plumage of the adult male is assumed 
(Gould, 1865). There is not a seasonal change in the kind of plumage. 

A number of authors report that the males sing and perhaps breed in im¬ 
mature plumage (Howe, 1928 ; Lawson, 1905; Mathews, 1920 ; Whitlock, 
1922), but it is possible that this is a mistake. Our own dissections of a large 
number of males in immature plumage (rufous tail-coverts, etc.) showed un¬ 
developed testes. A very curious circumstance, however, is that adult males 
sometimes possess adult female plumage, and we found that these sometimes 
had large testes. For a discussion of this subject, see Mayr, 1932 a and 1934. 
We have omitted these anomalous specimens from consideration in this 
paper when calculating the mean weight of the testes, the percentage of males 
fecund, etc. 

Observations on the breading-season of Pachycephala pectoralis 
in the New Hebrides , 1933-4. 

Specimens were shot monthly from September 1933 to August 1934 inclusive 
in the rain-forest of Hog Harbour, Espiritu Santo, New Hebrides (15° S.). So 
far as possible the shooting of specimens took place between the 10th and 20th 
of each month. A considerable number of immature birds was shot, since it is 
difficult to distinguish them from adult females until one has them in one’s 
hands. Adults were distinguished from young by the criteria mentioned above. 
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The number of adults dissected is shown in Table 1 (in which adult males in 
adult female plumage are omitted). 


Table 1.—The number of adults dissected. 



Adult 

males 

dissected. 

Adult 

females 

dissected. 

September . 

16 

8 

October . 

15 

15 

November. 

16 

15 

December . 

14 

15 

January . 

16 

16 

February . 

18 

15 

March. 

11 

12 

April. 

14 

14 

May . 

15 

14 

June . 

16 

11 

July. 

12 

5 

August. 

9 

8 


171 

148 


The adult males were treated as follows. The testes were dissected out and 
either weighed fresh or preserved in formol-saline-alcohol and weighed sub¬ 
sequently. The tw o testes were w eighed together to the nearest 10 milligrams. 
When the testes were weighed after preservation, an addition of 10 per cent, 
was found to be necessary to correct for the loss of weight caused by the pre¬ 
servative. The results are shown in Table II. 


Table II. —Weights of both testes of adult males throughout 
the year, in milligrams. 

September. (Fresh weights.) 1000, 390, 790, 490, 740, 760, 870, 830, 610, 690, 460, 620, 
1060, 770, 780, 490. Mean weight, 709. 

October. (Fresh weights.) 660, 630, 460, 920, 890, 900, 220, 660, 1040, 1200, 630, 880, 
720, 300, 340. Mean weight, 683. 

November. (Fresh weights.) 260, 900, 1100, 460, 800, 700, 90, 80, 640, 180, 20, 270, 10, 30. 
Mean weight, 387. 

December . (Fresh weights.) 0, 10, 10, 10, 10, 0, 20, 0, 70, 20, 80, 10, 20, 10. Mean 
weight, 19. 

January . (Fresh weights.) 70, 80, 160, 80, 70, 160, 40, 260, 40, 90, 20, 40, 10, 60, 40. 
Mean weight, 80. 

February. (Preserved weights.) 610, 120, 10, 100, 30, 110, 10, 70, 100, 310, 140, 60, 470, 
110, 220, 120, 70, 20. Mean weight, corrected to allow for loss of weight on 
preservation, 163. 
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March. (Preserved weights.) 140, 70, 440, 450, 120, 80, 90, 650, 60, 330. Mean weight, 
corrected, 267. 

April. (Preserved weights.) 240, 170, 240, 240, 340, 320, 80, 530, 520, 240, 390, 490, 640, 
540. Mean weight, corrected, 384. 

May. (Preserved weights.) 240, 770, 660, 730, 540, 600, 470, 800, 450, 910, 600, 690, 640, 
720, 770. Mean weight, corrected, 703. 

June. (Preserved weights.) 1100, 420, 1340, 770, 600, 970, 340, 550, 860, 700, 950, 360, 
700, 720, 620, 130. Mean weight, corrected, 764. 

July. (Preserved weights.) 370, 640, 720, 300, 660, 820, 770, 1050, 1030. Mean weight, 
corrected, 778. 

August. (Preserved weights.) 210, 670, 370, 720, 210, 1030, 430, 290. Mean weight, 
corrected, 540. 

The abundance of spermatozoa was determined either by teasing a fragment 

of fresh testis in saline and examining at once under the microscope or else by 



Text-fig. 1 .—Graph showing the reproductive cycle in Pachycepkala pectoralis 
during the year 1933-4 at Hog Harbour, New Hebrides. 

E —eggs found in nests. E°— egg found in oviduct. Y—young found in nests. 


examination of microscopical sections of preserved material. The following 
symbols were used to indicate grades of abundance of spermatozoa :— 

3. Full normal abundance. 

2. Numerous, but noticeably less than full normal abundance. 

1. Few, so that it takes some trouble to find any. 

0. No spermatozoon seen. 
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The results are shown in Table III. (In a few cases the sperm-abundanec 
was recorded, but the testes not weighed, and sometimes the reverse occurred. 
This accounts for the apparent discrepancies between Tables I, II, and III.) 
When the sperm-abundance is 3, the bird is regarded as fecund ; if 2, 1, or 0, 
it is regarded as non-fecund. 

Table III.—The number of adult males showing the different degrees 
of sperm abundance throughout the year (except September). 



Total no. 
examined 
for abund¬ 
ance of 
sperms. 

No. showing the different 
degroos of sperm 
abundance. 

3. 

2. 

1. 

0. 

October 1933. 

15 

15 

_ 

_ 

_ 

November . 

13 

10 


— 

3 

December . 

14 


1 

2 

11 

January 1934. 

16 

4 

4 

4 

4 

February . 

13 

3 

3 

1 

6 

March . 

11 

4 

2 

3 

2 

April . . . 

3 

3 

— 

— 

— 

May . . . ..... 

12 

12 

— 

— 

— 

June . 

13 

12 

1 

. _ 

— 

July . 

11 

11 

— 

— 

— 

August . 

6 

5 

1 


— 



Text-fig. 2. —Graph showing seasonal changes in the physical 
environment at Hog Harbour, New Hebrides. 
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Tables II and III are represented graphically in text-fig. 1, which shows 
the variations in the mean weight of both testes and in fecundity of males 
throughout the year. The striking fact which emerges from a study of text-fig. 1 
is that there is an enormous seasonal change in the weight of the testes. At the 
height of the breeding-season, in June and July, the testes (both together) 
average about 770 milligrams : in December they average 19. Thus at one 
time of year the testes weight more than 40 times as much as at another ; and 
in this exceptionally unvarying climate the testicular changes are comparable 
with those of birds inhabiting the northern parts of Europe, where seasonal 
changes in climate are very great. One may say that the testes are large and 
the fecundity high from April till October, while the extreme non-breeding 
condition occurs in December. 

The histological changes in the testes are as great as the variation in weight 
would lead one to suppose. PI. 1 shows a section of a February testis, at the 
time when the very first signs of recrudescence are appearing (PI. 1, fig. 2), and 
also one taken in May, during the breeding-season (PL 1, fig. 3). The two sections 
are shown at the same magnification. In the May testis one sees a big tubule 
containing large numbers of spermatozoa arranged in clumps. In the February 
testis the tubules are very small, and there is not a spermatozoon to be seen— 
indeed, there is no later stage in spermatogenesis than primary spermatocytes 
in synizesis, and the majority of the cells are spermatogonia. The bird from 
which this testis was taken was, of course, an adult male in full male plumage. 

In the female the seasonal changes in the,gonad are not so striking, except 
that when one happens to kill a bird which is about to lay, very large oocytes 
are, of course, found. A bird taken on 11th May had an oocyte 10 mm. in 
diameter in the ovary and an egg in the oviduct. In every female dissected the 
length of the ovary and the diameter of the largest oocyte was measured to the 
nearest quarter of a millimetre. The length of the ovary was not found to vary 
significantly during the year, as these figures from the height of the breeding 
season (June—August) and the reverse (December-January) will show :— 


December .. 7, 7, 7, 6£, 6|, 6, 5£, 5, 5, 4|, 4£, 4, 4, 4. 

January ... 9£, 9, 8, 7, 7, 6f, 6f, 6|, 6J, 6, 6, 6, 5, 5, 4|, 4|. 

June . 10, 8, 7, 6, 5J, 5£, 5, 5, 4i, 4£, 3f 

July. 8, 7\, 6, 6, 5. 

August .... 13, 8, 8, 7, 7, 7, 6, 5. 


The largest oocyte in the ovary is always small in the non-breeding-season, 
its most usual diameter being f—1 mm. In the breeding-season the most 
usual diameter for the largest oocyte is 1 J—1J mm. (i.e. about eight times the 
volume). The size of the largest oocyte in each month of the year is shown in 
Table IV. 

Search was made for nests and eggs. All the eggs listed below were living, 
addled ones being disregarded. 

Nests containing unincubated eggs were found on July 2, 18, 27, 27. 
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Table IV.—The number of adult females whose largest oocytes are 
of various diameters : data for each month of the year. 



Diameter of largest oocyte (mm.). 

£ and 
less. 

1-1. 


1J-2. 

21 and 
more. 

September. 


2 

2 

4 

_ 

October. 

3 

4 

4 

4 

— 

November. 

3 

5 

5 

2 

— 

December . 

2 

11 

2 

— 

— 

January. 

1 

13 

1 

— 

— 

February. 

1 

7 

6 

1 

— 

March. 

— 

4 

5 

3 

■— 

April. 

1 

3 

8 

2 

— 

May . 

2 

6 

3 

1 

2 

June . 

2 

3 

5 

— 

1 

July . 

— 

— 

4 

1 

— 

August . 

— 

2 

3 

1 

2 


Nests containing partly incubated eggs were found on July 7, 19. 

Nests containing living eggs (condition as regards incubation not recorded) 
were found on Oct. 5 ; July 30, 30, 30, 30, 30, 30, 30, 30. 

Nests containing young were found on June 11 ; July 14, 24, 24, 30 ; Aug. 14. 

In accordance with the previously published notation (Baker, 1938 a, 1938 b : 
see also Appendix to this paper), the egg-season may be given as v^VII 1 - 
VlIP-x 1 . The reproductive season is as sharply delimited as in birds of 
temperate regions. We have no means of knowing whether the egg-season is 
approximately the same every year, but the evidence from a study of moulting, 
given below, would suggest this. 

We have records of having obtained specimens in immature plumage in every 
month of the year except March. The absence of records from March is of no 
significance, since we got 19 juveniles in February and 17 in April. There 
is no evidence of juveniles being particularly abundant at any season. In 
this species, in which a year is spent in immature plumage, nothing can be 
discovered about the breeding-season by enumerating the number of young 
collected in different months. Meyer ( 58 ) indicates that in the island of Vuatom, 
New Britain, most young are seen from March to September, but it is legitimate 
to question whether this observation throws any light on the breeding-season 
there. Meyer does not give any of the data upon which he bases his statement 
as to the breeding-season of P. pectoralis in Vuatom. 

Moult .—Many of our birds of both sexes were examined for moult. The 
results, which are shown in Table V, are clear-cut: the moulting-season is 
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September to December, but feather-replacement goes on sporadically through¬ 
out the year. Of eleven birds studied for moult in December, ten were in full 
moult. The species moults, like the birds of temperate regions, when it has 
finished breeding. The moulting-season agrees roughly with what Mayr had 
found as a result of the study of skins of P. pectoralis taken in the northern 
New Hebrides by the Whitney South Sea Expedition seven years before (1926-7). 
Mayr (1932 6) reports that the specimens collected in January are in full moult, 
while November is shortly before the moulting period. Thus the evidence 
derived from moult suggests that the reproductive season occurs at approxi¬ 
mately annual intervals. 


Table V.—Feather conditions in adults of both sexes during the year. 



Moulting. 

Total no. 
not moulting. 

No. in 
full 
moult. 

No. moulting, 
but amount 
of moult 
not noted. 

No. showing 
patches of 
moult only. 

Total no. 
moulting. 

' 

September 1933. 

_ 

17 

_ 

17 

19 

October 

— 

— 

— 


_ 

November 

— 

32 

t — 


2 

December 

10 

— 

— 


1 

January 1934 .. 

■ 

— 

— 


_ 

February 


— 

4 


4 

March 


— 

4 


7 

April 


— 

— 

— 

_ 

May 

1 

— 

2 

2 

10 

June 


— 

7 

7 

4 

July 

i 

— 

1 

2 

! 8 

August 

— 

— 

5 

5 

24 

September 


1 

— 

1 

4 


Changes in the environment during the year .—It will be remembered that the 
northern New Hebrides were selected for the whole of this investigation on 
account of the smallness of the changes in the physical environment during 
the year. The climate is always hot and wet, though usually a little hotter and 
considerably wetter from November to May. The year of our observations 
conformed to the usual conditions except that the wetter season lasted only 
from November to March (see Baker and Harrisson, 1936, for a full account 
of the meteorology). Thermometers in a Stevenson screen in the open showed 
the hottest month to have a mean temperature only 2°*1 C. (3°*8 F.) higher 
than the coolest. The thermometers exposed in a screen in the forest in which 
the bird lives gave the mean temperatures which are shown in text-fig. 2. 
















THE SEASONS IN A TROPICAL RAIN-FOREST 


59 


A comparison of this text-figure with text-fig. 1 shows that the growth of the 
testes takes place while the days are shortening and the rain abating ; the 
egg-season occurs during the cooler, less wet season when the days are at their 
shortest or thereabouts. The meteorological data do not provide any obvious 
clue to the proximate cause of the breeding-season. 

It might be thought that diet controls reproduction, but there is nothing 
in our studies to support such a view. When reproduction is at a standstill 
in January, and again at the height of the breeding-season in July, the food 
consists mainly of beetles and Orthoptera, with occasional seeds. 

The only fact which emerges with complete certainty from a consideration 
of the environmental changes is that increase in length of day is not the cause 
of the breeding-season. 

The breeding-seasons of Pachycepliala spp. 
throughout the range of the genus. 

Our studies of P. pectoralis in the northern New Hebrides must be considered 
in relation to what is known of the breeding-seasons of the genus in other parts 
of the world. It is not very easy to amass the data necessary for a statement 
of the egg-season of any bird in any part of the world. Books of natural history 
usually give dogmatic statements, which are copied by authors, and the facts 
upon which the statements are based are not readily accessible. If the study 
of breeding-seasons is to become truly scientific, it is necessary to produce 
objective evidence of the breeding-season, and the best evidence is the actual 
finding of living eggs in nests. The data for the genus Pachycepliala are given 
in the Appendix. With each record is given the latitude of the place where 
the observation was made. 

The data given in the Appendix are represented graphically in text-fig. 3, 
which also shows (in a bold dotted line) the latitude of the places where the 
sun is directly overhead at mid-day. The horizontal lines show the recorded 
egg-seasons, while the horizontal rows of small circles indicate swollen testes. 

Certain general conclusions stand out from the text-figure. In non-tropical 
Australia the egg-season is August to December, but especially September to 
November. Further south, in Tasmania, the egg-season does not start before 
September. In tropical Australia the season is definitely later than in the non- 
tropical parts. It extends from September to March, and is coincident with 
the time that the sun is approximately overhead at mid-day. 

The difference between the egg-season of Pachycepliala in the New Hebrides 
on the one hand and in similar latitudes in Australia on the other is most striking. 
In the New Hebrides the height of the egg-season occurs when the sun is lowest 
in the sky, over the Tropic of Cancer: in tropical Australia it is coincident with 
the overhead sun. Whatever may control the egg-season in this bird within 
the tropics, it is not length of day nor the position of the sun. Rainfall is not 
an explanation, for the height of the egg-season is reached in the wet season in 
tropical Australia and in the less wet season in the New Hebrides. 



60 DR. J. R. BAKER, MR. A. J. MARSHALL, AND MR. T. H. HARRISSON ON 


In New Guinea and the East Indies the egg-season shown by the genus is 
extensive, and it is difficult to define a start to it. There are records of eggs 
or swollen testes from all months except September and February. The data 
suggest that there may be two seasons in the year, one starting rather earlier 



Text-fig. 3.—Graph showing the egg-season (horizontal lines) and the season when the 
testes are swollen (horizontal rows of small circles) in Pachycepfwda spp. throughout 
the range of the genus. A ring of small dots is put all round the data from each 
area (tropical Australia, non-tropical Australia, etc.). The data on which the 
graph is based are given in the Appendix. The path of the overhead mid-day sun 
is shown by the bold dotted line. 


than the New Hebridean season, and the other at the same time as the tropical 
Australian season. Two egg-seasons in the year are quite common in tropical 
birds (see Baker, 1938 6). No conclusion can be reached about the breeding 
behaviour of the genus in New Guinea and the East Indies until an intensive 
study of it has been undertaken there. 
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Discussion. 

Previous reports in this series (Baker and Z. Baker, 1936 ; Baker and Bird, 
1938) have shown that the mammals chosen for special study, a fruit-bat and an 
insectivorous bat, have sharp breeding-seasons despite the very small tempera¬ 
ture changes during the year and the fact that there is no dry season. (It may 
be recalled that, on the* average of many years, the least wet month in the place 
of observation has about twice as much rain as the wettest month over most 
parts of England.) The present paper shows that the selected Passerine bird, 
Pachyce pha,la pectomlis, is also markedly seasonal in its reproduction. The on¬ 
set of breeding is not so dramatically abrupt as in the insectivorous bat, but the 
seasonal change in the size of the testes is far greater. That the testes of a bird 
living in one of the most equable climates in the world should be forty times 
larger at one season of the year than at another is very remarkable. In both 
the bats the testes change much less in size during the year, and the fruit-bat 
(but not the Vespertilionid) keeps its epididymides full of spermatozoa through¬ 
out the year, although the season of copulation is short. 

In one respect the environment is necessarily not so constant as in the 
equatorial rain-forest regions • the' longest day is about If hour longer than the 
shortest. Nevertheless, it is scarcely possible that this is the controlling 
proximate cause of reproduction in Pachycephala , for in similar latitudes of 
Australia the reproduction is at its maximum when it is at its minimum in the 
New Hebrides, and vice versa. In the New Hebrides the growth of the testes 
and the onset of the egg-season occur when the days are getting shorter. 

If the breeding-season is annual, as the moult-data given above would suggest, 
an internal rhythm cannot wholly control it (see Baker and I. Baker, 1936, 
pp. 517-8), though it may have an important effect. The environmental 
change which is the important proximate cause is still unknown to us. Experi¬ 
ment alone cannot decide the question, for there may be many artificial ways 
of starting and stopping reproduction in Pachyce phala, which do not operate 
under natural conditions. 

The work on Pachyce phala, taken in conjunction with that oil the bats, must 
dispel the notion that in the tropics the rule is for animals to breed all the year 
round or at irregular intervals. The more closely one investigates, the more 
surprisingly seasonal the behaviour of individual species is seen to be. There is, 
however, no special season when the young of most species of mammals and 
birds are appearing, corresponding to the spring and summer of temperate 
regions. Thus, for example, the eggs of Pachycephala are hatching especially 
about July and August, while the young insectivorous bats are born late in 
December. In the wet tropics all seasons are suitable for reproduction, but 
it would appear to be usual, among the higher Vertebrates at least, for each 
species to have a special breeding-season of its own. 
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Summary. 

(1) In the remarkably unvarying tropical climate of the northern New 
Hebrides (Pacific Ocean), the Passerine bird Pachycephala pectoralis is as seasonal 
in its reproduction as are the birds of temperate climates. 

(2) In the breeding-season the mean weight of the testes of adults rises to 
over forty times as much as in the non-breeding season. 

(3) The growth of the testes and the start of the egg-season occur while the 
days are shortening. 

(4) There is no seasonal change in diet. 

(5) Moulting takes place after the end of the egg-season. 

(6) The environmental change controlling the breeding-season is not known. 

(7) The egg-season of Pachycephala spp. in the tropics of Australia comes 
at quite a different season of the year from that of P. pectoralis in approximately 
the same latitude in the New Hebrides. 

Appendix. 

Breeding records of Pachycephala spp. throughout the range of the genus . 

In the column headed “ eggs ”, the records are of actual finds of eggs in 
nests, except when the date is put in parentheses. The use of parentheses 
indicates that the time when eggs were in the nest was calculated from other 
breeding data (young in nest, etc.). In thfe “ eggs ” column the months are 
numbered in Roman numerals. Each month is divided into three parts, the 
1 st to the 10th, the 11th to the 20th, and the 21st to the end. These three 
parts are indicated by small Arabic numerals after the number of the month, 
thus X 1 , X 2 , X 3 . 


Place. 

tude. 

Eggs. 

Other breeding records. 

Reference. 

Now Britain. 

Pachycephala pectoralis. 

5 — See p. 57 of this paper. 

( 58 ) 

Dutch East Indies: 

Sumbawa . 

8 

— 

Swollen testes early to 

(63) 

Flores . 

8 * 

_ 

late May. 

Swollen testes early 

(63) 

New Hebrides: 

Hog Harbour. 

15 

(V*-VP>. 

June, early to late 
July. 

Swollen testes May- 

This paper. 

Queensland: 

Cardwell. 

18 

VIB-VIH 1 , X 1 

Oct. 

“ Breeding ** Dec. 

(9) 

Macpherson Range... 

28 

X*-XD 

— 

<33) 
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Place. 

tude. 

Eggs. 

Other breeding records. 

Reference 

New South Wales : 

Place unspecified .... 

— 

VIII* 

— 

(bo) 

Ourimbah. 

33 

XI* 

— 

(59) 

Chatswood . 

34 

X 

— 

(59) 

,, . 

34 

IX* 

— 

(59) 

,, . 

34 

X*-XI* 

— 

(59) 

99 . 

34 

(IX—) 

Newly hatched young 
3rd Oct. 

(59) 

„ . 

34 

(IX*) 

Young in nest 9th Oct. 

(59) 

Koseville. 

34 

— 

44 Breeds freely ” Sept.- 
Oct. 

(59) 

Chatsworth (? — Chats- 

wood) . 

— 

XI* 

— 

(21) 

Eastwood. 

34 

X*-XP 

— 

(59) 

Bundanoon. 

35 

XI 1 -*, XI 1 

— 

(59) 

Heathcote. 

34 

X* 

— 

(59) 

Sydney . 

34 


General statement, eggs 
Sept.-Oct., a few till 
Dec. 

(59) 

Blue Mountains .... 

34 

— 

General statement, eggs 
common Nov. 

(59) 

Victoria : 

Pine Plains. 

V 

IX* 

— 

(33) 

Mallacoota . 

38 

— 

“ Nidification ” seen 
mid. to late Nov. 

05) 

Central N. Victoria .. 

36 1 

— 

44 Nests ” Sept.-Dee. 

(43) 

Heytesbury . 

38 

IX*-XI* 

— 

( 26 ) 

Oakleigh . 

38 

IX*-* 

— 

( 21 ), (6o) 

Gippsland. 

38 

XT* 

— 

( 21 ), (6o) 

»» . 

38 

X*-XP 

— 

(51) 

Tremont. 

38 

X», XI* 

— 

(35) 

Mitcham . 

38 

XI 1 

— 

(35) 

Maryborough . 

37 

(XII) 

Young in nest early 
Jan. 

( 16 ) 

West Australia: 

Lake Grace. 

33 

— 

General statement, nest 
is found Aug.-Nov. 

(n) 

Tasmania: 

Place unspecified .... 

Ca. 42 

— 

General statement, 

44 nests ** Oct.-Deo, 

(49) 

#» »» .... 

Ca. 42 


General statement, 

44 breeding-season ” 
Oct .-Dec. 

(48) 

Hobart . 

43 

XI* 

— 

( 22 ) 

Evandale . 

42 

— 

General statement, 
eggs Oct.-Nov. 

(59) 

Circular Head . 

41 

X* 

— 

(59) 

Lord Howe Island. 

31* 

IX»-X* 

— 

(5*) 





























64 DR. J. R. BAKER, 

MR. A. J. 

MARSHALL, 

AND MR. T. H. HARRISSON 

ON 

Place. 

S. lati¬ 
tude. 

Eggs. 

Other breeding records. 

Reference. 

PAOHYCJEPHAIiA BO BUST A (==P. pectorallS 7'obu8td). 


Torres Strait: 

Damley Is. 

10 

XIP 

— 

(5°). <5») 


Pachycephala melanura. 


Northern Territory: 

Daly River . 

14 

I 2 

— 

(59) 

Western Australia : 

Derby . 

17 

II 

— 

(51) 


Pachyoephala rupiventris. 


Northern Territory: 

Coburg Peninsula .. . 

11 

— 

General statement, 

(25) 

Port Darwin. 

12* 

X 1 , I 3 

eggs Sept .-Nov. 

(40) 

Hermannsburg. 

24 

IX*-X l 

— 

(7°) 

Queensland : 

Bloomfield River .... 

16 

XI 1 -* 

— 

(44) 

Richmond. 

21 

X 2 

— 

(IO) 

Dawson River. 

25 

x*-» 

— 

(21), (6o) 

Cairns . 

26 

X* 

— 

(59) 

New South Wales : 

Place unspecified .... 


x 


( 21 ), (6o) 

Liverpool . 

34 

X*-3 

— 

( 21 ), (6o) 

Sydney . 

34 

(XIP-*) 

Half-grown young in 

(31) 

t> . 

34 

_ 

nest 21 Dec. 

General statement. 

(59) 

Barrington. 

32 

XII 

eggs Sept, to end of 
Deo., especially Oct. 
to mid-Dec. 

(37) 

Canterbury. 

34 

IX*-X1 

— 

(59) 

Chatswood . 

34 

X 1 

— 

(59) 

Copmanhurst . 

30 

X* 

— 

(59) 

Enfield . 

34 

(XP-XIB) 

Nearly fledged young 

(59) 

Roseville... 

34 

IX*-* 

in nest 22nd Dec. 

(21) 

Dolroyd. 

* 

X 

— 

(21) 

Victoria: 

Central N. Victoria .. 

36? 

— 

General statement, 

(43) 

Mallacoota . 

38 

■ 

“ nests ” Sept.-Dee. 

“ Nesting ” mid. or late 

(15) 




Nov. 


South Australia: 

Lake Frome District . 

31 

— 

“ Breeds ” Aug.-Dee. 

(57) 

»» »* » 

31 

XTP-* 

_ 

< 69 ) 

Eyre Peninsula . 

33 

— 

“ Nests ” found Oct. 

(7*> 
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Place. 

Western Australia: 
Place unspecified 

Derby . 

Northam District . . . 


Broome Hill 


Napier Broome Bay.. 


Victoria : 

Malice. 

South Australia : 
Pinnaroo. 


Queensland : 

Cardwell. 

New South Wales ; 
Kiifera . 

Victoria : 

Maryborough . 

Hawk Plain, Carina . 

Murrayville . 

Wimmera. 

Bendigo . 

St. Arnaud . 

South Australia: 

Euro Bluff . 

Eyre’s Peninsula . .. 
Gawler Ranges. 

Western Australia: 
Interior, plaoe un¬ 
specified . 

Broome Hill . 


Northern Territory s 
Roper River. 


S. lati¬ 
tude. Eggs. Other breeding records. Reference. 


— (21), (60) 

Building nest 1 st Aug. ' (27) 

General statement, (30) 

" breeding-season ” 
extends Oct.-Dec. 


:u 

X 2 

— 

( 5 i) 

34 

X* 

— 

(13) 

14 

XI, XII 

— 

(30) 

PAOHYOEPHAIiA RUFOQULARIS. 


Ca. : 

15 TX*~ a 

— 

( 62 ) 

35 

IX*-X l — 

Paohycephala inornata. 

( 62 ) 

IS 

X 1 , X* 

— 

( 68 ) 

33 

XT 1-2 

— 

(59) 

:i7 

IX 2 , TX 3 - 
X 1 , x* 

— 

(16), (si) 

35 

— 

“ Nesting ” mid-Sept. 

( 32 ) 

35 

IX s or s 

— 

(30) 

3« 

X 1 

— 

(59) 

37 

XI* 

— 

( 20 ) 

37 

X 3 ~XP 

- " 

(61) 

? 

X 

_ 

(59) 

33 

IX*~ 3 , IX 3 

— 

(62) 

32 

VIII 1-2 


(62) 

— 

(VIII 1 ) 

Newly hatched mid- 
Aug. 

( 25 ) 

34 

VIII 2 

— 

( 13 ). ( 12 ) 

PaCHYCEPHALA LANIOIDK 8 . 


15 

(Ul«) 

Young in two nests 
29th March. 

(<>7) 


JOITRN, UNN* 800.—ZOOLOGY, VOL. XLI 


5 
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Place. 

S. lati¬ 
tude. 

Eggs. 

Other breeding records. 

Reference. 


Pachycephala olivacea. 


Queensland : 

Macpherson Range.. . 

2S 

X 8 , X 3 -XI l , 

, — 

( 38 ), ( 69 ) 



XI 1 -* 



New South Wales : 

New England District, 

30 

XI 

— 

( 59 ) 

Victoria: 

Gippsland . 

38 

X 

— 

( 59 ) 

Tasmania : 

Place unspecified .... 

Ca. 42 

— 

General statement, 

( 48 ) 

»> .... 

Ca. 42 


“ breeding-season ” 
Sept.-Dee. 

General statement. 

(49) 


Ca. 42 

_ 

“ nests ” Sept.-Dee. 
Eggs generally found 

(59) 

Mount Bischoff . 

41 

X *- 8 

Oct. 

(59) 

Evandale . 

42 

— 

“ Nests ” have been 

(59) 

Hobart . 

43 

XI 8 

found 24th Oct-2nd 
Dec. 

(22) 


Pachycephala simplex. 


Northern Territory : 

Place unspecified .... 

— 

(I-II) 

Female with large eggs 

( 14 ) 

Port Darwin. 

12 $ 

I*, II 1 

in ovary and incuba¬ 
tion patch 3rd Feb. 

(45) 


Pachycephala oriseioeps. 

S.E. & S. New Guinea.. Ca. 9 (IV) Jan. & Feb., no en- ( 56 ) 

larged gonads. Apr., 
female in laying con¬ 
dition, males have 
enlarged testes. Oct., 
males still have en¬ 
larged testes, females 
not in laying con¬ 
dition. Dec., moult¬ 
ing, no enlarged go¬ 
nads. 
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Place. 


New Guinea : 
Mi. Tafa 


Now Guinea : 
Mt. Tafa 


New Guinea : 
Snow Min. 


New Guuiea : 

Dava Deva, Mafulu . . 


Doriwaida 


S.E. & S. New Guinea. . 


Dutch E. Indies : 
Ceram. 


Dutch E. Indies : 

Sumbawa . 

Trobriand la. 

New Guinea: 

Fergusson Is. 

Louisiade Archipelago . 


S. lati¬ 
tude. 


Eggs. ()ther breeding records. 


J’ACIIYCEPHALA MODE ST A. 


si — Male taken 23rd May 

had enlarged testes, 
but was moulting. 

I’ACHVl I. PH ALA 1U FINWHA. 

sl (1\ ) Nestling not long out 

of nest, 12th May. 
No enlarged gonads 
May, Aug., Sept. 

f'ACIIYCETHALA Li A COSTIGMA. 

1 (C'a. 1) Very young bird, just 

from nest, Jan. or 
Feb. 


PACHYOEFHALA HOROK. 


s£ - May, no moulting 

Moulting specimens 
taken Sept.-Nov. 


r viiL 

-- 

PACHYCEPHALA SCHEGELIl. 

Ca. 0 — Enlarged 

testes July- 

Aug. 

PACHYCEPHALA GK1SEONOTA. 

3 X 


PACHYCEPHALA NUDIGULA. 

s — Enlarged testes May- 

July. 

Tachycephala fortis. 

Si III, VI 

_ 

9* X, XI, XII 

— 

PACHYCEPHALA ROSSEIilANA. 

11* XI and/or XII 



Reference. 

(5b) 

(5b) 

(<>5) 

(5b) 

( 21 ) 

(5b) 

( 21 ) 

(b 3 ) 

( 64 ) 

( 64 ) 

( 28 ) 
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EXPLANATION OF PLATE 1. 

Fig. 1. Pachycephala pectoralis : an adult male from the New Hebrides. 

Fig. 2. A section through part of the testis of an adult male P, pectoral,is in February. 
Iron haematoxylin. 

Fig. 3. A section through part of the testis of an adult male P. pectoralis in May. Iron 
haematoxylin. The magnification is the same as in fig. 2. 
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Mabuia trwittala *, which belongs to the limbed, non-burrowing variety. Tn a 
preliminary study he showed that- Mabuia is very similar to Eumeces , an account 
of the ehondrocranium of which latter species was published by Rice (1920). 
As it has not been possible to continue the c ollaboration, 1 am completing the 
work on A coni ins meleagris, using .1. Dick's figures and preliminary account 
of Mabuia trivittata for comparison. 

J wish to thank Professor Goodrich, of the Department of Zoology and Com¬ 
parative Anatomy, Oxford, for his constant advice and encouragement ; and 
Somerville College, Oxford, for a research grant which has made this work 
possible. 

The ehondrocranium of Acontias meleagris. 

The late stage of Acontias meleagris available shows a ehondrocranium largely 
ossified in the posterior region. Fig. 1 is a graphic reconstruction, lateral view, 
and fig. 2 is a ventral view of the olfactory and trabecular regions. The para¬ 
chordal plate region is completely ossified and the basicranial fenestra and 
hypophysial fenestra are covered by the parasphenoid bone which is fused with 
the basisphenoid. 



There is a single basioccipital condyle of the hypoeentral type common to 
Squamata and Rhynchocephalia (see de Beer, 1929 & 1937) ; the notochord is 
still recognizable within the pleurooentral element fused to the anterior tip 
of the odontoid peg, and continuing forward dorsal to the basal plate and 
condyle. 

There is a complete occipital arch with a tectum posterius. 

The otic capsules, as in other skinks, are particularly large, and there is a 
tectum synoticum roofing the brain between them and continued forward 
in a long ascending process. The otic capsules are ossified. The prootic bone 
has a bony ‘ prootic extension ’ which forms part of the side-wall in the orbito¬ 
temporal region. 

* Presumably the species now known as capeneis Cuvier, the name trivittata being 
reserved for an Indian Skink. See Smith, Fauna Brit. India, n, Sauria, 1935, 
p. 278 .—[Eb.] 
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The columella auris is large, with a cartilaginous extra columella inserted in 
the tympanic membrane, a boy shaft without processes, and a large foot-plate 
inserted in the fenestra ovalis of the otic capsule. The nerves and blood¬ 
vessels have the normal lacertilian relations to the columella auris (see tig. 1) ; 
i.e. the hyomandibular branch of the facial nerve runs back over the shaft 
of the columella auris, giving off a chorda tvmpani branch behind the shaft 
which runs forward again over the* shaft and then down to the inner surface 
of the mandible*. The internal carotid artery runs below the shaft and its 
orbital branch above it. 

The orbitotemporal region is very incomplete. The skull is definitely tropi- 
trabie, with a very Jong trabeculum communis dividing far back into paired 
trabeculae which carry large bnsitrabceular processes. At the stage of ossifica¬ 
tion represented in this embryo the cartilage of the paired trabeculae has been 
resorbed within the bony forceps of basisphenoid and parasphenoid. The 
latter covers the hypophysial fenestra, the posterior limit of which, the crista 
sol laris, appears to be unusually far behind tin* basitrabecular processes. Tim 
internal carotid artery, with tin* palatine branch of the facied nerve, enters the 
parabasal canal and immediately divides into two vessels, one of which pene¬ 
trates the cranial cavity through the posterior corner of the hypophysial 
fenestra, and the other continues in the parabasal canal and runs forward to 
the orbit Pearson (P)21) describes the same branching and disposition 
of the carotid artery for Lygtmma. 

All that remains of the side walls in the orbitotemporal region are small 
vestiges of the taenia marginales attached to the otic capsules. The inter¬ 
orbital septum is low and there are mere vestiges of suprascptal plates (see 
figs. 1 & 7). 

The edge of the basal plate in front of the otic capsules is curved up to form 
a side wall in the region of the prootic incisure. In front of this is a bony plate 
in the line of the side wall which gives no indication of having been preformed 
in cartilage and which cannot represent a pila. antotiea, since the profundus 
nerve is medial and not lateral to it (see fig. 1, * x '). 

There is a large epipterygoid bone, supported on the pterygoid bone, in the* 
line of the basitrabecular processes, and situated in the plane of the bony side 
wall of the skull (see fig. 3). It is very widely separated from the quadrate. 
It has the normal lacertilian relations with the branches of the trigeminal nerve, 
i.e. the profundus runs forward medially to the epipterygoid, whereas the 
maxillary and mandibular branches emerge from the cranial cavity behind the 
epipterygoid. The profundus is medial not only to the epipterygoid, but also 
to the membrane in which is forming the parietal down growths; it is located 
in a space between the dura mater and this membrane, and will be medial to 
the completed side wall. 

The abducens nerve, after leaving the cranial cavity, runs forward below the 
profundus, but outside the cranial membrane. The sections are not very 
favourable for tracing the course of nerves, and I have not been able to detect 

6* 
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the oculomotor and trochlear nerves, nor to tell whether these nerves have an 
intramural course and emerge with the optic nerve through a foramen corre¬ 
sponding to the* foramen orbitale magnum of the snake (de Beer, 1926). At any 
rate the abdueens nerve has an independent course outside the intramural space 
occupied by the profundus. 

The quadrate, which, as already mentioned, is widely separated from the 
opipterygoid, is freely articulated on a small parotic process ; there is no 
intercalary cartilage intercalated between quadrate and parotic process. 



Fig. 2.—Olfactory anti trabecular regions, ventral view. 

Fig. 3.—Transverse section, Acontiax meleagrift, showing epipterygoid. 

Ftg. 4.—Transverse section, Acontia# meleagrix, showing back of olfactory region. 


Between the basitrabecular process and the pterygoid bone there is no trace 
of a meniscus pterygoideus. From the arrangement of the constrictor dorsalis 
musculature there would appear to be a certain amount of movement at the 
basitrabecular pterygoid joint. There is a protractor pterygoideus from 
pterygoid to cranial floor, and in front of the epipterygoid there is a small 
levator pterygoideus, inserted on the front end of the pterygoid and attached 
to the cranial wall, which would ensure a certain amount of palatal movement. 
The epipterygoid, supported on the pterygoid and situated in the plane of the 
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cranial side wall, as already described, is ligamenlousiy attached at its upper end 
to the cranial side wall, so that in this way movement of the pterygoid at the 
basitrabeeular joint would be restricted. 

The cartilaginous olfactory capsules are very complete*, and correspond 
fairly closely to Rice's description for Emmas and to J. Dick’s findings for 
JIabuia. There art* certain modifications due to the forward encroachment 
of a bony cranial cavity between the hind ends of the olfactory capsules. The 
sphenethmoidal cartilages arc pushed forwards so that they run transversely' 
from the posterior limit of the capsule roof to the nasal septum (see fig. 4) : 
they an* immediately above* the planum antorbitalc (lamina orbitonasalis). 
This part of the nasal septum and olfactory capsule is restricted in height, being 
pressed below the* bony cranial case. Anteriorly the nasal septum rises rapidly 
and the* capsules rise to full height laterally outside the cranium. The* roof 
of the olfactory capsules is incomplete, with large olfactory fenestrac and fenes¬ 
tra e supenores. On the other hand, the* side wall is \ery complete, without 
a lateral fenestra ; there is a concha! infolding with an adit us conchae situated 
in a rather shallow depression between the posterior and anterior parts of the 
olfactory capsule. A foramen epiphaniale, for tin* exit oi the lateral branch 
of the ethmoidal nerve, opens in this depression not far abo\ e the aditus conchae. 
The anterior cupola of the olfactory capsule is incomplete medially' and the 
nasal septum is visible medially through the fenestra narina. Paired processes 
project from the ventral anterior margin of the nasal septum. The floor of the 
capsule is firm. Paraseptal cartilages run the whole length from the anterior 
medial margin of tin* planum antorbitalc* to a zona annularis which forms a 
wide* floor beneath Jacobson's Organ, and an ectoehoanal cartilage projects 
back from it. 

The ossified skull. 

Fig. 5 is a graphic reconstruc tion, lateral view, of the ossified skull of a 
late embryo, and shows clearly the adaptation to the burrowing habit. The 
anterior tip is solidly^ invested with bone : a stout premaxilla and a maxilla 
which forms an investing side wall to the ethmoidal region and overlaps the 
roofing nasals. The prefrontals complete the bony' side wall outside the capsules, 
and medial to this side wail is another side w all formed by’ downgrowtlis of the 
frontals which enclose a cranial cavity which has pushed forward between the 
olfactory capsules and reduced the height of the nasal septum in this region. 
The eye is small and situated far forward outside this cranial box formed by 
the downgrowtlis of the frontals. The* orbit is bounded by prefrontal, post¬ 
frontal and a tiny jugal which does not, at this stage, quite complete the post¬ 
orbital arch between maxilla and postfrontal. 

As already mentioned in the account of the chondroeranium, the interorbital 
septum is a low one ; it is pressed below the wide cranial cavity enclosed by 
downgrowths anteriorly of the frontals and continued behind these by similar 
downgrowths of the parietals. At the stage shown the parietal downgrowths 
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are incomplete ventrally and the side walls are partly membranous. The, 
epipterygoid is situated in close contact with the parietal downgrowths and 
forms part of the side wall of the cranium. 

The bony prootio extension, and the bon}' projection trom the basal plate, 
in the region of the pila a:\totica, are in the plane off the membranous side wall. 
The trigeminal ganglion is situated between them, and the maxillary and 
mandibular neives pass out over the latter bony plate. This orbitotemporal 
region of the cranium is unusually long, so that there is a wide gap between the 
postorbital arch and the temporal bones which are very much reduced. There 



PiG. 5.—Skull of Aconliax melea'in* embryo ; graphic reconstruction. 


arc no temporal arcade's or fossae. The squamosal is very tiny, and the tabular 
(supratemporal), situated behind it, wedged between the quadrate and the otic 
capsule wall, is larger than the squamosal. As would be expected from the 
small size of these temporal elements, the main attachment of tin* adductor 
extemus muscles is to the cranial roof and side wall, but a few fibres appear 
to be attached both to the tabular and the squamosal *. 

Figure 6 shows a very compact palatal floor to the solid anterior end of the 
skull. The premaxilla forms a wedge-like tip. A septomaxilla is present but 

* Since this paper was written and her one on the same subject by Prof, tie Villiers lias 
appeared in the Anat. Anz. Jena , nxxxvm, 1039, pp. 320-47. There are some differences 
in the terminology used for some of the head bones. Prof, de Villiers, following Gaupp, 
regards the paraquadiate as distinct from the squamosal. In a paper entitled * The 
Temporal Bone in Lizards, Birds and Mammal ’ (Anat. Anz . Jena, lxxx, 1035, pp. 266-84) 
I havo discussed Gaupp’s theory, and agree with Thyng (1906) that * there is no need for 
Gaupp’s term “ paraquadrate ” for the Reptiles and Amphibia, since it is merely a synonym 
for squamosal, a bone which may be defined as a membrano bone primarily associated with 
the lateral surface of its quadrate ; with the migration of the quadrate (incus) into the 
tympanic cavity, the squamosal of the mammal secondarily becomes a bone of the otic 
capsule wall \ I therefore regard the outer of the two temporal bones in lizards as a 
squamosal, and the inner as a tabular (supratemporal). This terminology is that used by 
the great majority of morphologists to-day, de Villiers being the only notable exception 
who still accepts Gaupp’s terminology. 
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does not show. Tin* pre vomers are paired and very large, extending laterally 
under the palatal plate of the maxillae ; posteriorly they are overlapped by 
the palatal bones, which, too, are very large and are scroll-like—that is, they 
are rolled into a tube, open as a groove all along the ventral median line, and 
the tube contains an elongation of the nasal passage' with the internal nares 
situated at the* posterior end of the palatines. In this way the nasal passage 
is partially separated from the month passage (see fig. 7). The pterygoids are 



-Fig. G.—Skull of A cot ilia* meleayrin embryo, ventral view ; graphic leconst ruction. 

strongly wedged in a posterior and lateral groove of the palatines ; they are 
also supported by large transverse bones completing a ventral arch to the 
maxillae. The pterygoids, correlated with the elongation of the orbitotemporal 
region of the skull, are very long ; as already described, they are supported 
on the large basitrabecular processes, and in turn support the epipterygoids. 
The free posterior ends lie close to the articular end of the quadrate, to the 
medial margin of which they are ligamentously attached. 
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The parachordal floor of the skull is fully ossified ; the parasphenoid is fused 
to the basisphenoid. Where the trabeculae diverge from one another, to form 
the hypophysial fenestra, they are held in forceps-like bony formations, the 
more ventral of which, extending laterally into the ossification of the basi- 
trabecular process, is the parasphenoid. Behind the basitrabecular process 
the ventral parasphenoid and the dorsal basisphenoid form a parabasal canal 
in which runs the palatine branch of the facial nerve and one branch of the 
internal carotid artery ; another branch of this artery, as already described, 



Fig. 7.—Transverse section, Acontias meleagris, showing tubular palatines. 

Fig. 8 .—Transverse section, Acontias meleagris, showing parietals fusing with ascending 
process of tectum synoticum. 

Fig. 9.—Transverse section, Acontias meleagris, showing mesokinetic sliding contact * of 
frontals over parietals. 

penetrates directly into the cranial cavity through the hindmost corner of the? 
hypophysial fenestra and only occupies the hindmost part of the parabasal 
canal. Pearson (1921) describes this same disposition of the internal carotid 
artery in Lygosoma. 

The problem of the nature of the kinetism of the skull in Acontias has necessi¬ 
tated careful work. The basitrabecular-pterygoid joint has already been 
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discussed. From the musculature it seems evident that there is a certain 
degree of movement at this joint. The normal lacertilian metakinetie skull 
has, in addition to the movable basitrabecular pterygoid joint, a sliding contact 
between the parietals and the underlying supraoecipital, so that the whole 
maxillary segment of the skull is movable upon the occipital segment. Tn the 
embryo stage of Aeon lias represented in the reconstructions, the parietals rest 
upon the ascending process of the tectum synoticum and upon the otic capsules. 
The parietal down growths in front of the otic capsules are not very extensive. 
A certain degree of movement might conceivably take place at this stage, but 
already there is indication of the parietals fusing with the ossifying processus 
ascendens (see fig. X). Jn the macerated skull of the adult A contias the parietals 
appear to be fused with the supraoecipital, and there could scarcely be any 
sliding between maxillary and occipital segments at this stage. The skull 
appears to conform to Y'ersliivs (1912) mesokinotic type—i.e. the frontals 
overlie the parietals and there could be a sliding contact there (see fig. 9). 
With the movement of the basitrabecular pterygoid joint a sliding movement 
would also take place at the frontal-parietal overlap, and the upper jaws, 
palate and nasal region would move relative to the cranial segment consisting 
of occipital and parietal regions. This type of kinetism Versluys calls 
mesokinetsim. 


('om parison of A contias with other shinies. 

Rice (1920) has given a full account, of the ohondrocranium of Eumeccs, and 
Pearson (1921) has described the skull of a late embryo of Lygosoma. As 
already mentioned, »J. Dick has made reconstructions of the ohondrocranium and 
skull of Mabuia trivUtata , and written a preliminary account of this type which 
1 use as a basis of comparison. Eunuccs and Mabuia show a pretty typical 
lacertilian chondrocranium. The ossified skull also is a fairly typical lizard 
having the full complement of membrane bones, including a complete superior 
temporal arch of squamosal process meeting a process from the postfrontal. 
Both Lygosoma and Mabuia show* a squamosal lying close to the parietal, 
so that at this stage there is no actual superior temporal fossa although the 
arch is complete 1 . 

The points of interest in comparing A contias mdeagris w ith the less specialized 
jion-burrowing skinks arc, firstly, the elongation of the orbitotemporal region, 
the disappearance of the ehondrocranial side wall in this region, and the 
development of a membrane bone wall in its place from the downgrowths 
of the parietals, to complete wtiich grow out also the bony prootic extension 
and the bony process from the margin of the basal plate ; the epipterygoid 
assists also in the completion of this side wall to a complete cranial case. This 
cranial case is continued anteriorly by similar downgrowths of the frontals, 
which downgrowths account for the low ness of the interorbital septum, for the 
separation in the middle line of the orbits, and for the modification of the 
back of the olfactory capsules already described—i.e. the telescoping of the 
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sphenethmoidal commissures, the lowness of the nasal septum, and the medial 
separation of the back part- of the capsules by the anterior extension of this 
cranial box. 

The solidarity of the membrane bones surrounding the olfactory capsules, 
that is, the premaxillae, the maxillae, the nasals and the prevomers, gives a 
strong burrowing tip to the skull. This, with the smallness of the orbits, which 
do not project laterally but are contained within a space between the frontal 
downgrowtlis medially and the strong rim laterally of the postfrontal, pre¬ 
frontal, maxilla and jugal, complete the picture of a strong, solid, but slender 
cranium without obvious protuberances which one would associate with a 
burrowing mode of life. 

In keeping with this picture is the disappearance of the temporal arch ; 
the postfrontal is well forward, at the Iront of the long orbitotemporal region, 
and both squamosal and tabular bones arc retlueed to small vestiges above the 
articulating head of the quadrate' and in the occiput. The problem of the 
temporal bones and the identity of these bones in various Laoertiliu has boon 
dealt with by me in various pa]>ers (1932, 1935, and a paper on the chameleon 
now ready for publication), it will not be discussed again now’, since the point 
at issue here is merely the reduction of the bones and the disappearance of the 
suj>erior temporal arch which takes place independently in various La cert ilia, 
e.g. the geckos, Typhlosaurus , Amphisbama y Anniellidae. In ail except the 
geckos the disappearance of the superior temporal arch would seem to be*, as 
in Acontias meleagris , an adaptation to the burrowing habit, with a smooth 
solid cranium. With the absence of temporal arcade tin* adductor externus 
muscles are attached to the wall and roof of the cranium. 

Peters (18S2), in his ‘ Reuse nuch Mosambique ’, figures the' skull of an adult 
Acontias niger winch has a complete' superior temporal arch of postfrontal 
process meeting a process from the squamosal ; there is as well a fair-sized 
tabular behind the squamosal. The loss of the temporal arcade in Acontias 
meleagris would be correlated with a greater adaptation to a subterranean 
existence. The body of Acontias niger is not as slender and snake-like as 
Acontias meleagris , and the former retains vestiges of hind limbs while the latter 
shows complete absence of limbs. 

An interesting adaptation in the palate of Acontias meleagris has already 
been described, i.e. the medial dorsal plate of the palatine plate is extended 
and rolled over to form an almost closed tube with the more ventral plate of the 
same bone. Tn this palatine tube is enclosed an extension of the nasal passage, 
which is thus partially closed off from the mouth passage for quite a long 
distance. The Y-shaped palatine bone with dorsal and ventral arms projeetinn 
above and below r a dorsal groove of the mouth passage is observed in Mabuia , 
and may be a common feature of lizards, but the definitely tubular character 
of the palatine of Acontias meleagris I have not observed elsewhere. Pearson 
(1921) describes for the skink, Lygosoma , the same secondary palate, with naso¬ 
palatine groove almost shut off from the rest of the buccal cavity. 
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The condition ol the pterygoid bone in Aeon lias nieleagris —very long, lying 
close* against the floor ol the cranium, and supported by large basitrabeeular 
processes—is in keeping with the rest of the skull adaptations. As already 
described, from the differentiation of the musculature, there must be a certain 
amount of movement at the pterygoid basitrabeeular joint, but it would be 
fairly restricted by the* attachment of the cpipterygoid to the side wail of tin* 
skull. 

The non-burrowing skinks. like Laeertilia generally, have metakinetic skulls. 
Tile transformation of the skull of the burrowing Aconlia.s to the mesokinetie 
type* alrt'ady described has an interesting bearing on the affinities of lizards 
with snakes, but this will be discussed later. 

(\>m purivon with other h nr rowing lizarda. 

Peters (1882), in bis ‘ iteise nach Mozambique', has given interesting figures 
of tilt* skulls of various burrowing lizards and snakes. From his pictures of 
Typhlosanrns funantiaevx this degraded skinkoid (Anclytropidao) is very 
similar to m\ Acontiu* nnhagns. Ill fact the whole account given above might 
apply also to Typhlomm us, except that Peters figures only one vestigial temporal 
bone above the articulating head of tin* quadrate in Typhlmaurus. From its 
position above the art iculating head of the quadrate, but overlapping the quadrate 
margin rather than being wedged between it and the otic capsule wall, it 
appears to be a squamosal. One would expect to find a tabular, vestigial at 
any rate, wedged behind the squamosal and situated in the occiput. But 
without the opportunity of observing serial sections of a skull it is not possible 
to say whether the absence of a tabular in Peter’s Typhlosaurus is actual or due 
to the imperfection of the maceration method of preparation. My observations 
of lizard types in which the temporal bones tend to disappear (discussed 1935) 
have led me to expect that it is the squamosal which disappears first and the 
tabular which is retained. I would expect that serial sections of Typhlosaurus 
would reveal the presence of a small tabular behind the squamosal. 

A comparison of Acontias i.nleagris with A w phi shoe n a violacea as figured 
by Peters reveals a number of very interesting points. The general morphology 
of the skull is similar, but even more slender and lacking in angles and pro¬ 
jections calculated to impede a subterranean existence. The dowmgrowths 
of parietals and frontals have formed a solid cranial box extending to the skull 
floor and entirely obliterating the interorbital septum. The orbit is wedged 
m the angle of the maxilla and prefrontal, but there is no postorbital arch. 
There is no trace of an cpipterygoid nor of any temporal arcade bones. Peters' 
figures do not reveal whether there is a * prootie extension ' helping to form the 
side w r all of the cranium. The lower jaw is foreshortened and the quadrate 
relatively lengthened, which has the effect of lessening the gape of the jaws 
in a manner one might expect to be favourable to a burrowing mode of life. 
In palatal view r , contrasted with the angular Typhlosaurus, the margin of 
maxilla, transveraum and pterygoid is a smooth one. The prevomers are large. 
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The palatines seem to have a wide nasopalatine groove. The suborbital 
fenestra is narrow. The pterygoids are expanded laterally and seem to form 
part of a very flat cranial floor. In dorsal view, too, the width of the cranium 
in the orbitotemporal region is remarkable ; there are neither orbital nor 
temporal vacuities. 

Versluys (1912) pointed out that the Amphisbaonidae possessed mesokinetie 
skulls. With the downgrowth of the parietals to meet the basal plate and form 
a solid cranial ease with the occipital segment the sliding contact between the 
parietals and the supraoecipital is lost, but is replaced by a more anterior 
sliding contact of parietals with frontals. This allows for a lifting of the nasal 
region, with the upper jaw and palate, relative to the solid cranial case ; this 
Versluys called mesokinetism. We have already noted for Acontias a meso- 
kinetism which contrasts interestingly with the metakinetism of the ordinary 
skinks. 

Versluys reports, from a study of serial sections, that a basitrabecular process 
is lacking in Amphisbaena, but that a ridge is developed on the side wall of the 
skull base, and on this ridge the pterygoid is movable supported. The mobility 
of this pterygoid joint is confirmed by the presence* of the appropriate* muscles, 
especially the protractor pterygoidei. In another Amphisbaenid, Trogo- 
nophis wiegmanni , Versluys observed short basitrabecular processes, and this 
type also was mesokinetic. 

Comparison with the Ophidia. 

In addition to these skulls of various burrowing lizards Peters figures the 
skulls of the burrowing snakes, Onychocephahts ( =Typhlops ) and ISk nosoma 
(Glaucoma) . In 19321 gave graphic reconstructions of the skull of the burrowing 
snake Leptotyphlops (=Glauconia) nigricans. There is an interesting closeness 
of similarity between the skulls of Glaucoma and Amphisbaena. Both have the 
solid cranial box formed by the downgrowths of parietals and frontals extending 
to the basis cranii and obliterating the interorbital septum. Both have the 
tiny orbit wedged behind the rim of the maxillae and prefrontal, separated 
medially by the downgrowths of the frontals, and lacking a posterior margin 
since both jugal and postfrontal are absent. The cranium is wide in the orbito¬ 
temporal region and there are no temporal vacuities nor temporal arcades. 
In Glauconia nigricans my serial sections revealed a minute temporal bone above 
the articulating head of the quadrate, wedged between it and the otic capsule 
wall, which 1 gave reasons for assuming to be a tabular and not a squamosal. 
The lower jaw in Glauconia is foreshortened as in Amphisbaena , but the quadrate 
is elongated. The burrowing tip of the Glauconid skull is less compact than in 
Amphisbaena ; the maxillae do not form a side wall over the olfactory capsules 
and they project well out from the side of the cranium and have no transversum 
to support them posteriorly on the pterygoids. The pterygoids and palatines 
are much smaller than in Amphisbaena and the palate is less compact. As in 
Amphisbaena, there is no epipterygoid. There is no recognizable basitrabecular 
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process. There is no movement of the pterygoids as part of a maxillary segment, 
either of a mesokinetic or metakinetie type. In fact, Glauconia would appear 
to be akinetie and streptostylic. 

Peters figures also the skull of Typhlops (Onychocephalus) dinga , which is 
mainly remarkable for the modifications of the jaws ; the ant erior margin of the 
skull, the premaxillae, and the opposing lower jaw are without teeth, while 
the tooth-bearing maxillae are situated far back with the teeth directed back¬ 
wards. 

In this type and in Glauconia Peters identifies a large bone in the side wall 
of the skull, against which the quadrate articulates, as a temporale. It appears 
to me to have the position and relations of a prootic. In my Glauconia nigricans 
it certainly is a prootic. It. is interesting in that its anterior ventral margin 
forms a projecting plate of bone which overlaps the lateral descending process 
of the parietal and forms a closed passage for the second and third branches 
of the trigeminal nerve, while the profundus branch pisses forward inside the 
cranial cavity. The maxillary and mandibular branches pass to the exterior 
beneath the ventral margin of this k prootic extension \ The skull of Glauconia 
described is that of a seetionized adult head, but it compares favourably with 
the * prootic extension ' of Acontias meleayris shown in figs. 1 and 5. In the 
adult skull of the latter, as far as 1 can tell from a macerated specimen, the 
c prootic extension ’ does not overlap the parietal downgrowth, as in Glauconia , 
but forms a suture with it. There are no nerve foramina in this 1 prootic 
extension ’ of A confine melcagris , but there is a gap ventrallv between it and the 
margin of the basal plate, and presumably this is where one would find the 
exit of the maxillary and mandibular branches of the trigeminal. As already 
mentioned in the descriptive section, the profundus nerve in Acontias runs 
forward in a cavity between the dura mater and the membranous cranial wall, 
and this course is medial to the epipterygoid. 

In my studies of Glauconia- nigricans I found no projection from the margin 
of the basal plate to correspond to the projection in Acontias which I have 
marked with an * ;r \ I was particularly looking for such a projection, because 
in a previous study of developmental stages of the snake Lepfodcira hotarnhoia 
(1029), an Opisthoglypha, T had dignified such a projection in this snake as an 
* epipterygoid ’ (see fig. 10, Gaupp’s bone). 

The typical ophidian skull has a very unique appearance, but its peculiarities 
are all modifications to provide the wide gape of the specialized snake—that is, 
an extreme elongation and individual mobility of all the bones of the palate. 
When we discount these modifications we find that the remaining ophidian 
characteristics are those described for Glauconia , features which are all asso¬ 
ciated with a subterranean existence—the cranial box formed from the parietal 
and frontal downgrowths, the absence of temporal vacuities and arcades, the 
width of the orbitotemporal region, the smallness of the orbit; the anterior 
tip of the skull in the specialized snakes, compared with the burrowing types, 
has lost its solidity and compactness, 
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In a previous section we have shown that these features are common to the 
burrowing lizards as well as to the burrowing snakes. 

There are, however, certain characteristics which we regard as distinctively 
ophidian and as differentiating the snake from the lizard skull. Most dis¬ 
cussed of any of these points has been the so-called ‘ alisphenoid ’ of Parker 



Fig, 10 .—Leptodeira hotamboia, early embryo ; diagram from wax model, showing Gaupp’s 
bone. 

Fig. 11 .—Leptodeira hotamboia, late embryo ; graphic reconstruction of otic and temporal 
regions, to show the bone ‘ x 

Fig. 32.—Transverse section, Leptodeira hotamboia , late embryo ; demonstrating the 
relations of the bone ‘a:’, 

(1878), ‘ prootic extension ’ of Peyer (1912), 4 laterosphenoid 9 of de Beer (1926), 
and which I described as an ‘ epipterygoid * (1929). This structure is recog¬ 
nizable in the adult snake skull as a bone of the side wall in the orbitotemporal 
region, closing the prootic incisure of the ohondrocranium, and penetrated by 
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foramina for the maxillary and mandibular branches of the trigeminal. The 
profundus, with the optic and eye muscle nerves, all emerge through a foramen 
orbitale magnum. Foyer regarded the bone in question merely as an extension 
of the prootic bom*, but it is not the 4 prootie extension * of my (Uauconia or 
A con tins. From his figures of his wax models it is the same .structure as Parker's 
4 alisphenoid and is as likely to be an extension of the basal plate as of the 
prootie. Furthermore, in T mpidonot us and Psnahchis (do Beer, li)2fi), and 
in Lcptoddro (Brock, 1H2!J), it arises in connection with the margin of the basal 
plate, and only at a late stage reaches to the prootic. De Boor considered that 
the structure could not be* a processus ascendens (epipterygoid) because it had 
no relations with the pterygoquadrate ; nor a pila antotiea because it was 
behind the profundus : nor a pila lateralis, as in Atnia, because it was median 
to the vena capitis lateralis. J)e Beer regarded it as part of the original cranial 
wall, possibly something peculiar to snakes, but to which he gave the name 
k laterosphenoid ' 

In my study of LepUulfira I was impressed with the fact that this bony 
structure is supported upon a cartilaginous ledge of the basal plate. I suggested 
that this ledge was a basitrabeeular process, otherwise absent in snakes, and 
regarded the bony structure as an epipterygoid resting upon the basitrabeeular 
process, and incorporated in the cranial side wall, much as the alisphenoid of 
mammals (a visceral or splanehnocranial structure) is there incorporated in the 
side wall. It was not a very satisfactory suggestion * the so-called basi¬ 
trabeeular process has an unusually dorsal position for that structure. More¬ 
over in the python there arc very definite basitrabeeular processes in front 
of this ledge of the basal plate. 

The present study of Acontias makes it highly improbable that it was a correct 
interpretation. Acontias has a bony process, x \ of the basal plate similar 
in position and relations to the structure in snakes, and at the same time has an 
unmistakable and typical lacertilian epipterygoid and basitrabeeular process. 

In a late stage of an embryo of Lcptodeira (tigs. 11 & 12) one finds a probable 
explanation of the conflicting accounts of ‘ prootie extension ’ and 4 alisphenoid ’ 
in the snake. In a graphic reconstruction (fig. 11) the bone ‘ x ' is shown wedged 
between the otic capsule and basal plate, and is overlapped anteriorly by the 
descending process of the parietal. The profundus nerve 4 runs forward medial 
to 4 x ’ and to the descending process of the parietal. The maxillary branch 
of the trigeminal emerges from the cranial cavity betw een * x ' and the otic 
capsule margin. Between this gap and the opening for V 3 the bone 4 x \ is 
completely fused with the otic capsule w r all, showing no line of suture, whereas 
there is a very definite line of suture between 4 x ' and the basal plate. In 
transverse sections through this region (fig. 12) this line of suture is observable 
at the upper margin of the ossifying cartilage of the basal plate. The floor of 
the cranium, as usual, consists of two ossifications, the basiphenoid and the 
underlying membrane bone, the parasphenoid. Between them they enclose 
a parabasal canal. The bone 4 x * is supported on the lateral margin of the 
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basal plate, forming a suture laterally with the para sphenoid and medially with 
the basisphenoid. The more medial portion must be Ganpp's bone, described 
also by de Beer (1926) as ‘ laterosphenoid ' and by me (1929) for young stages of 
snake embryos. But from this late stage of Leptodeira hotamboia it would seem 
that there may also be a ventral extension of the prootie, overlying and fusing 
with Gaupp’s bone laterally. Whether this bone ‘ x ' is to be regarded as a 
bony extension of the basal plate which has fused with the prootie, or whether 
it is a composite bone from the fusion of a prootie extension with Gaupp’s bone, 
nevertheless it deserves to be regarded as a discrete bone. Probably de Beer’s 
term ‘ laterosphenoid ’ is the best name to apply to it, signifying that it is an 
ossification in the membrane of the true cranial side wall and not a splanchno- 
cranial element. 

I propose using the term ‘ laterosphenoid ’ for the bone ‘ x ’ (Gaupp's bone) 
in Acontias as well as the snake. 

It would be interesting to summarize the distinctive feature's of the snake 
skull which separate it definitely from the lizards. An epiptervgoid is not only 
absent in snakes and in the burrowing amphisbaenid, but also independently in 
the chameleon. The bn si trabecular process, though absent in most snake's, 
is present in the python, and it may be absent in lizards, e.g. Amphifibaena. 

In Ophidia the platytrabie condition of the chondrocranium seems a dis¬ 
tinctive feature, separating the group from Lacertilia, which seem to be in¬ 
variably tropitrabie. The platytrabie condition of the snakes is obviously 
correlated with the formation of the broad cranial case in the orbitotemporal 
region and the disappearance of the interorbital septum. In this connection 
it would be interesting to know the condition of the trabeculae in A mphinbae/na ; 
conceivably this lizard might be platytrabie, but T ha ve seen no account of its 
chondrocranial structure. De Beer (1937) has pointed out that the platy- 
trabic condition is obviously the primitive one from which the tropitrabie 
has been independently derived in a number of types. Furthermore he has 
suggested that the occurrence of the platytrabie condition in Ophidia does not 
necessarily indicate their primitive nature, but merely that there has been an 
ontogenetic delay or hold-over of the paired condition of the trabeculae ; the 
platytrabism persists instead of giving place to the tropitrabie? condition. 
Gaupp (1903) and Versluys (1912) both considered the platytrabie condition 
a secondary modification from the tropitrabie reptilian condition. 

In my description of the chondrocranium of Leptodeira (1929) I pointed out 
that the planum antorbitale was attached to the dorsal edge of the nasal septum 
by a commissure which was not a sphenethmoidal commissure. If the freedom 
of the nasal capsules ventrally is the primary condition in reptiles, as Gaupp 
thought, then this attachment in the snake is a secondary connection serving 
to support the olfactory capsules in lieu of sphenethmoidal commissures 
obliterated by the downgrowth of the frontal processes. The chameleon has 
such a secondary attachment of the planum antorbitale to the nasal septum, 
correlated with a telescoping of the back of the olfactory capsules. 
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Versluys (1912) described very carefully the mesokinetic condition of the 
ophidian skull. With the development of the wide cranial case formed by 
parietal downgrowths fusing with the otic capsules and the supraoccipital, 
there could be no longer the sliding contact between parietals and supra¬ 
occipital which characterizes the metakinctic reptilian skull. He pointed out 
that in the python, where 1 basitrabecular processes are retained, there is a movable 
joint between pterygoids and basitrabecular process, and that the upper jaw 
and palate and nasal capsules were movable as one segment relative to the 
cranial case ; the sliding contact was between frontals and parietals, a meso¬ 
kinetic condition. The akinetism of the Glaueonidae is probably a secondarily 
degenerate condition. 

Versluys emphasized particularly the fact that the amphisbaenid lizards 
were also mesokinetic, a fact which suggests that the transformation of a meta- 
kinetic type into a mesokinetic might have taken place more than once in a 
lacertilian stock which would be ancestral also to the Ophidia. The meso- 
kinetism which I have described for Acontias shows that this transformation 
lias taken place within a single group of lizards, the skinks. 

In fact, in this comparative study of Acontias with other burrowing lizards 
and with snakes, 1 have detected no features in skull structure which diffe¬ 
rentiate the Ophidia from the Lacertilia. The burrowing lizards and burrowing 
snakes form an intermediate series which completely bridge the gap between 
the typical lizards and the specialized snakes. The same applies to limb 
structure. There are lizards with complete absence of limbs and there are 
snakes with vestiges of limbs and limb girdles. 

What are the absolute characters which separate 1 the Ophidia from the 
Lacertilia ? One is led to the conclusion that the old view of the lacertilian 
origin of the snakes is the sound view. 


Lettering of figures . 


A., angular. 

a.co., aditus conehoe. 
a. ex., adductor extern us muscle. 

b. p basal plate. 

bp.c., „ „ cartilage. 

bs.ps. , basisphenoid plus parasplienoid. 
bt.p., basitrabecular process. 

c. a. f columella auris. 
ec.c., ectochoanal cartilage. 
ept., epipterygoid. 

f.ep., foramen epiphaniale. 
f.g., facial ganglion. 

f. n., fenestra narina. 

Fr. t frontal. 

f.8u. t fenestra superioris. 

<7.6., Gaupp’s bone. 

g. g., Gasserian ganglion. 
hyd. t hyoid. 
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Ju/.f., hypophysial fenestra. 
i.e.a ., internal carotid artery. 
i.s., interorbital septum. 

Ju ., jugal. 
l.j.y lower jaw. 

M.c., Meckel’s cartilage. 

Mx„ maxilla. 

Na., nasal. 

n. p.y nasal procass. 

U.8., nasal septum. 

o. a., orbital artery. 
o.c., otic capsule. 
olf.y olfactory capsule. 

Pa., parietal. 

pax., paraseptal cartilage. 
Pal., palatine. 

p.ant., planum antorbitale. 
pb.c., parabasal canal. 
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Lettering of figures (cont.). 


p.ex., prootic extension. 

Pmx., premaxilla. 
po„ prootic*. 

I*of. postfrontal. 

Prf., Prefrontal. 

jyr.pt., protractor pterygoideus muscle 
(constrictor dorsalis). 
psd.. pseudotemporalis muscle (ad¬ 
ductor interims). 

Pt ., pterygoid. 

ptd., pterygoideus muscle (adductor 
internus). 

Pv„ prevomer. 
q., quadrate. 
so., supraoccipital. 
sph.c., sphenethmoidal cartilage. 

Sq.. squamosal. 

88., supraseptal cartilage. 

Tb., tabular. 

t.c., trabeculum communis. 
t.m., taenia marginalis. 
ir„ trabeculum. 


t».pa., tectum synoticum, processus 
ascendens. 

Tv., transversum. 
v.c.l., vena capitis lateralis. 
v.c.m., vena capitis medialis. 

4 x \ 4 laterosphenoid \ 

z.a., zona annularis. 

*, frontal-parietal sliding contact. 

II, optic nerve. 

V 1 , profundus branch of trigeminal 
nerve. 

V 2 , maxillary branch of trigeminal 
nerve. 

V s , mandibular branch of trigeminal 
nerve. 

VI, abducens nerve. 

/.VI, foramen abducens. 

VII cht., chorda tympani branch of the 
facial nerve. 

VII hi/., hyomandihular branch of the 
facial nerve. 

VII p., palatine. 

f.VHp, foramen for palatine nerve. 
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Introduction. 

The following .series of papers is mainly the result of work clone at the 
Bermuda Biological station, though some use has also been made of material from 
the Discovery Expedition. One of us (R. G.) spent some weeks at Bermuda 
in the spring of 1935 and summer of 1938, while the other (M. V. L.) worked 
there for a whole year from July, 1938. 

For the wonderful facilities offered by this excellent station for the study 
of oceanic Decapod a we are most grateful to the Director, Dr. J. F. G. Wheeler, 
to his staff and to Captain Whitfield and the crew of the Culver , who spared 
no effort to help in obtaining material. We gratefully acknowledge also the 
assistance rendered by the crew of the Woods Hole Research ship Atlantis , 
by kind permission of Dr. Iselin, during her visit to Bermuda in 1938. We ow r e 
more than we can express to the encouragement and help of Dr. Kemp, who 
has always been ready to place his unrivalled know ledge of the Decapoda at 
our disposal. 

In each of the papers the list of literature given is confined to those papers 
which are not included in Gurney, ‘ Bibliography of the larvae of Decapod 
Crustacea’ (Ray Society, 1939). 

* The cost of the reproduction of these illustrations has beon borne by the Westwood 
Fund. 
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1. Larvae and Post-larvae of Acanthephyra purpurea, Discias atlanticus 
and some related forms. By Marie V. Lebour. 

The larval and post-larval history of A canthephyra purpurea , which is common 
in the Bermuda plankton, has been followed from the first to the last larva, 
the latter changing to the post-larva. This is distinct from the A. purpurea 
whose larvae are described by Kemp (1907) which is now known to be A. haeckeli 
(von Martens) ; see Kemp (1939) (~A. purpurea var. multispina Coutiere). 
Another common form is the larva of Discias atlanticus, the adult of which has 
been described by Gurney (1939). The position of Discias is a matter of con¬ 
troversy, but the larval stages are in many ways very like those of A canthephyra, 
and there can be little doubt that they are related. Moreover, two other larvae 
which were found fit into a series beginning with Acanthephyra , through an 
unknown species which is almost certainly allied, and another unknown form 
which has the legs modified like Discias , to Discias itself. These peculiarly 
modified legs seem to indicate a life of commensalism, probably with a sponge, 
for Kemp’s (1920) species, Discias exul from the Andamans, was found on a 
yellow sponge. Thus we now know the larval stages of A canthephyra and of 
Discias with the post-larvae. The other two are not attributable to any adult, 
but from their structure appear to have affinities with both A canthephyra 
and Discias. 

Acanthephyra purpurea A. Milne-Edwards. (Fig. 1, a-x ; Fig. 2, a-s.) 

This larva occurs commonly in the outside Bermuda plankton, from about 
100 to 300 metres, occasionally in shallower or deeper water. The first and 
the last larvae w^ere obtained, and most of the intermediate stages. Adults 
and young stages were obtained in June 1939, at 750 to 800 metres, a few miles 
from Bermuda. The larvae occurred throughout the year. 

Colour .—The larvae are very transparent, with red ehromatophores scattered 
sparsely on the body, and congregated especially in the hump. The third 
abdominal somite is full of fatty material, and projects out as a hump, and the 
body is bent at this point at almost a right angle. It is the same with the 
other three larvae described below, which all have a pronounced hump full 
of fatty material, and the body much bent. 

First larval stage. (Fig. 1, a~c.) Length 3*4 mm. (fig. 1, a) including rostrum. 
The rostrum projects beyond the sessile eyes. The carapace is denticulate 
antero-ventrally. The antennal scale is jointed at the tip, and there are two 
outer marginal setae. The flagellum is a long slender rod with an accessory 
seta at about half its length. There are rudiments of the first legs and minute 
lateral spines on the fifth abdominal somite (fig. 1,6). The exopods of the 
maxillipedes bear four setae. The telson (fig. 1, c) is much indented in the 
centre and bears 7+7 setae. 

Second larval stage. (Fig. 1, d-g.) Length ca. 4 mm. Very like the first, 
but with the eyes free on long stalks (fig. 1 , d, e). The rostrum is not quite 
as long as the eyes. There are rudiments of two legs. The telson has 8+8 
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Fig. 1.— Acanthephyra purpurea . a, first larva, 3*4 mm. long ; b , side view of abdomen ; 

c, telson ; d % second larva, 4 mm. long ; e, rostrum etc. ; /, maxillule ; g, telson ; 
h, third larva, 4-5 mm. long ; j\ rostrum etc.; k . mandible ; /, maxilla ; nu third 
maxillipede ; n, first maxillipede ; o, telson ; p, fourth larva, telson ; q, rostrum 
etc.; r, seventh larva, 7 mm. long; rostrum ; t, telson; u, last larva, rostrum 
and anterior part of carapace, dorsal; v, rostrum ; mandible. 
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setae (fig. 1, g). There are denticulations both anteriorly and posteriorly on 
the carapace. The antennal scale is still jointed, but the accessory seta has 
disappeared from the flagellum. The mandible has rudiments of cutting and 
molar parts ; the maxillule (fig. 1,/) has an outer prominence indicating the 
exopod, but without setae, a two-segmented endopod with three terminal 
setae and two lateral setae, and the inner lobes are well developed. The 
maxilla has four well-developed inner lobes and an unsegmentedsetose endopod. 

Third larval stage . (Fig. 1, h , o).—The rostrum is shorter and triangular. 
There are small supra-orbital spines. The denticulations on the carapace 
have disappeared in front, but are still present posteriorly. The antennal 
scale is still slightly segmented, but the flagellum is much reduced. The 
mouth-parts are much as in stage II (fig. 1, k\ l). The maxillipedes have 
4, 6, 6 setae. The telson is an elongated triangle, indented in the centre with 
8+8 setae (fig. 1, o). The inner uropods have two setae. Legs 1 and 2 are 
slightly longer, and leg 3 has appeared. 

Fourth larval stage. (Fig. 1 , p, q.) length 5 mm. The rostrum is very 
short. The antennal scale is not segmented, and there arc no lateral 
setae. The flagellum is very short. There are rudiments of all the legs and 
legs 1 and 2 are functional. The spine on abdominal somite 5 is curved. The 
telson is much elongated (fig. I,p), still indented at the hind margin. The 
denticulations on the carapace are still present behind, but there are none in 
front and none as yet on the abdominal somites. The proximal segment of the 
antennular peduncle bears a spine vent rally. 

Fifth larval stage , length ca. 5*2 mm. Leg 4 is bilobed, but still rudimentary. 
There are no pleopods. The telson is greatly elongated. 

Sixth larval stage. , length ca. 6 mm. All the legs but the fifth are functional. 
There are very small pleopods. 

Seventh larval stage. (Fig. 1 , r-t). Length 7 mm. The rostrum is still 
very short and the supra-orbital spines very small (fig. 1, a). The spine on the 
ventral surface of the proximal antennular segment is very large, but quite 
smooth. The carapace ends anteriorly in a sharp spine, but there are no 
denticulations anteriorly, although they still persist posteriorly. There are 
a few denticulations on the pleura of abdominal somites 1 and 2. All the legs 
are present with setose exopods, but the last endopod is still bent under the 
body. The exopods of legs 1-4 have eight setae. The lateral spines on the 
fifth abdominal somite are large and recurved. The pleopods are short. The 
telson (fig. 1 , t) is long and narrow, with two pairs of lateral spines behind the 
first half, and twelve terminal spines, the hind margin being still indented. 

After this there appear to be several stages up to the last, which is 12 mm. long. 
The legs are all functional, the pleopods lengthening. The mandibular palp 
does not appear until a length of ca. 9 mm., in which stage the pleopods are 
long and slender. The palp is uniramous with one terminal seta. The penulti¬ 
mate stage seems to vary between 9 and 10-5 mm. At 10*5 mm. the palp 
may have two segments, and the rostrum may have from one to four dorsal 
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teeth. (On the other hand, the last stage may have the rostrum with only 
one tooth.) The telson may have twelve or ten terminal spines, and in the 
older stages is rounded at the tip. The pleopods are not setose. 

Last larval stage . (Fig. 1, u-jt ; Fig. 2, a-k.) Length oa. 12 mm. This 
stage is very like the penultimate one, but the* mandibular palp is 3-segmented 
(fig. l,.r). There are dentieulations posteriorly on the sides of the carapace 
and on the pleura of somites 1 and 2. The* rostrum is short and may have 
one to lour dorsal teeth (fig. 1, ?'). The antennular peduncle still bears a large 
smooth spine ventrally (tig. 2, j) The maxillule (fig. 2, a) and maxilla (fig. 2, b) 
have hardly altered from the early stages. The first and second legs end in 
simple dactyls. Legs 1--4 bear epipods. The pleopods are slightly setose 
terminally (fig. 1,/, g). The telson bears ten or eight terminal spines, and may 
have two or three pairs of lateral spines. The last larval stage changed to a 
post-larva on March 4 1939. 

Post-larval stage from last larva (Fig. 2, / *.) Length ca. 12 mm. (fig. 2, /). 
This is the * parva ’ stage of ( outiere (1900 a). The rostrum is still very short, 
not reaching to the eyes, and hears five dorsal teeth and one ventral tooth. 
The eye is small, but the stalks are fairly long. There are no dentieulations on 
the carapace, but they persist on tin* first and second abdominal somites 
(fig. 2, w). Then* is an antenna! and ptervgostomial spine, but no supra¬ 
orbital. The* large spine on the antennular peduncle has disappeared. There 
are epipods on the maxillipedes and legs 1-4, and long exopods bearing many 
setae on maxillipede 3 and legs 1-5. The first and second legs are chelate, 
the first (fig. 2, o) stronger than the second (fig. 2, p). The second leg has a 
short thick spine on the merus, the third three (fig. 2, q) spines on the ischium, 
two on the merus, the fifth (fig, 2, z) two on the ischium, and two on the merus. 
These spines are long on the fifth leg. The telson (fig. 2, s) has four pairs of 
lateral spines, and terminates in a central tooth and six spines. 

In comparing the larvae of A. purpurea with Kemp’s description of A . luieckcli, 
we find that they resemble one another closely in general features. The 
following differences may, however, be pointed out : There is no large spine 
described or figured on the antennular peduncle in A . haeckeli , though this is 
conspicuous in all but the early stages in A. purpurea , and the maxillular palp 
is not distinctly divided, nor is there a prominence representing the exopod 
as in A. purpurea. There are no dentieulations on the abdominal somites in 
A . haeckeli , although the posterior dentieulations occur on the carapace as in 
A. purpurea. It seems almost certain that the earliest stage described in 
A. haeckeli is the second larval stage, as the telson bears 8+8 spines and the 
eyes are free. Gurney’s larva (1924 c, fig. 41, p. Ill) of an Acanthephyra (?) 
larva almost certainly belongs to A . purpurea. Coutiere’s Hoplocaricyphus 
similia has been ascribed by Murray and Hjort (1912) to A. muUispina , but 
almost certainly belongs to A. purpurea. Coutiere (1906 a) describes the meta¬ 
morphosis in A. purpurea from post-larva through the young stages to the 
adult showing the transformation of the rostrum from very short to very long. 
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Fio. 2.— a-8. Acanthephyra purpurea . a, last larva, maxillule; 6, maxilla; c, second 
maxillipede ; d, first maxillipede; e, third maxillipede; /, fourth pleopod ; 
g> fifth pleopod ; h, telson ; j, antennule ; k, antenna ; l, post-larva, ca. 12 mm. 
long » rn, anterior end ; n, pleura of first and second abdominal somites ; o, first 
1®£» P* second leg ; g, third leg ; r, fifth leg; 8, telson ; t-z, a% Discias atlanHcus ; 
t, first larva, 2-5 mm. long; u, rostrum ; v, antenna; .r, maxillule; y, second 
maxillipede ; 2 , telson ; a', maxilla. 
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Thus the larva, as is shown by Kemp for A. haeckeli , and in the present work 
for A. purpurea , begins with a long unarmed rostrum which is generally reduced. 
This lengthens again in the late larval stages through the post-larva (‘ parva * 
form) in which it is still short, to the very long rostrum of the adult. The eye 
is much reduced at the post-larval stage. 

Discias atlanticus Gurney. (Fig. 2, i ~ z , a ' ; Fig. 3, a - z .) 

The adult of this species has been described by Gurney (1939) from Bermuda. 
It was obtained in plankton from shallow water in the Reach in July 1938. 
The larvae in several stages were in the tow-nets from outside, from depths 
ranging from about 00 to 300 metres. A post-larva was obtained from a last 
larva in the laboratory. Its characters are almost exactly those of the adult, 
the appendix masculina being already present, and the length the same as 
Gurney's specimen. The larvae are highly coloured with orange and red 
ehromatophores, red on the' rostrum, antennular peduncle, and eye-stalk, 
all along the thorax laterally and (or) dorsally, and along the abdomen, especially 
on the hump. The body is usually bent at an acute* angle. The rostrum is 
long and smooth in all stages. There is no mandibular palp in the larvae 
except a very minute rudiment in the last stage. 

First larval stage. (Fig. 2, t~z, a .) Length 2*5 mm. including rostrum. 
The w hole body is yellow, w ith a good deal of red (fig. 2, t). The eyes an* sessile 
and the rostrum long. There are three denticles ventrallv on the anterior 
end of the carapace. The antennular peduncle is unjointed, the inner flagellum 
being a long .simple seta, the outer with three aesthetes. The antennal scale 
is jointed at the tip with two outer setae, the flagellum being a short rod with 
two setae at the tip (fig. 2, v). Then* is a stout inner spine at the base. The 
rostrum is simple (fig. 2, u), swollen at the base and ending in a sharp point. 
The maxillulc has a prominence representing the exopod, but not setose, 
a 2-segmented endopod with three terminal and three lateral setae, and two 
w ell-developed inner lobes (fig. 2, .r). The maxilla (fig. 2, a) has the proximal 
lobe well developed, an unsegmented endopod with six setae and an exopod 
with three setae. The first maxillipede has an exopod with five setae, an 
unjointed setose endopod and inner setose lobe. The second maxillipede 
(fig. 2, y) has an exopod with four setae and an endopod of four segments, 
the third maxillipede (fig. 3, a) has a long exopod with five setae and a 4-seg- 
mented endopod. There are no rudiments of legs. The telson (fig. 2, z) is 
slightly indented at the hind margin with 7+7 setae. There are no lateral 
spines on the abdominal somites. 

The second stage was not obtained. 

The third larval stage . (Fig. 3, b , c.) Length 3*2 mm. The first leg is 
present, but not functional. The antennal scale is no longer segmented. There 
are denticulations anteriorly on the carapace but not posteriorly, but none on 
the abdominal somites. There are no lateral spines on the fifth abdominal 
somite and no spines on the antennular peduncle. The telson (fig. 3, c) is 
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Fro. 3.— a-y. DUcius utlanticus. o, second larva, third maxillipede ; 6, third larva, 3*2 mm. 

long ; c, telson ; d telson of fifth larva ; c, penultimate larva, 10 mm. long ; 
/, antennulo ; y f telson ; h, tip of first leg ; j, second leg ; &—/>, cast skin of last 
larva ; k, tip of second maxillipede ; l. third maxillipede ; w, first leg; n, second 
leg ; o, third leg; p, telson ; q, post*larva, 11 mm. long ; r, second maxillipede ; 
89 ^^^d maxillipede; t, first leg ; u, first leg, chela ; r, second leg ; x t second leg, 
' chela > V’ ; 2, Species C, last larva, third maxillipede. 
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elongated, and the hind margin only very slightly indented. The inner uropods 
are not setose. 

The fourth larval stage was not obtained. 

The fifth larval Mage. (Fig. 3, d.) Length 5-5 mm. The first and second 
legs have setose exopods, 3-5 rudimentary. The telson is long and narrow, 
rounded posteriorly, with twelve setae and two pairs of lateral spines behind 
the first half. There art 4 dentieulations on the carapace anteriorly and posteriorly, 
and on the first abdominal somite. The* fifth abdominal somite 1 has lateral 
spines. There is a large spine ventralIv on the proximal segment of the 
antcnnular peduncle. 

The sixth stage was not obtained, and the next is probably stage VII. 

The seventh larval Mage , length S mm. There are dentieulations on the cara¬ 
pace both anteriorly and posteriorly and on abdominal somites 1 and 2, only 
very lew on 2. All the legs have exopods, although the last two are very small, 
and the endopods rudimentary. The pleopods are small. 

The eighth larval Mage (penultimate). (Fig. 3, e-j.) Length 10 mm. Very 
like stage VII, but with longer pleopods. There is no trace of a mandibular 
palp. The telson (lig. 3. g) is slightly rounded posteriorly, and bears twelve 
spines terminally and two pairs of lateral setae behind the first half. The chelae 
are not yet formed, and the endopods of legs 4 and 5 are still very short. There 
is a very large serrated spine ventrally on the* proximal antennular segment 

(fig- 3./). 

Thr ninth larval stage (last). (Fig. 3, k~p.) Length 12 mm. Very like the 
penultimate stage. The mouth-parts have hardly changed from the first stage, 
but then* is a minute tract* of a mandibular pal]), and the cutting and molar 
portions are distinctly divided. Legs 1 and 2 are chelate and modified, the 
second w r ith tin* chela (fig. 3, n) incomplete. The endopods of legs 4 and 5 are 
jointed, but short. The pleopods are not very long, but have a few setae at the 
tips. The carapace is still slightly denticulate anteriorly and posteriorly, and 
on the first and second abdominal somites. The tip of the telson (fig. 2,p), 
is pulled out, and is armed with twelve spines and two pairs of lateral spines. 
There are no epipods on the legs. 

This stage changed to the post-larva. 

Post-larval stage, from last larva. (Fig. 3, q-y-) Length 11 mm. This stage 
is very like the adult, and the same size as Gurney’s male specimen, and already 
shows an appendix interna on the second pleopods. The specimen was not 
dissected, but the second and third maxillipedes and legs, and also the whole 
of the form of the body, agree with the description of the adult very closely. 
The telson (fig. 3,2/), however, is not so pointed, and has four spines on each side 
of the central tooth. Gurney (1939 b) has show n that Leptochela bermudensis 
reaches full development and sexual maturity at a remarkably early stage, and 
it would seem that Discias does the same. 
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Hpeoies D. (Fig. 4, a-f.) 

This species, only found in the late larval stages (probably VIII and IX), 
occurred sparingly in the outside plankton of Bermuda from about 250 to 450 
metres. In the peculiar modification of its legs it has a very close resemblance 
to Discias. Its general appearance, however, is more like species C, which has 
the legs unmodified, and both C and D have epipods on legs 1-4. All the 
specimens obtained alive had a number of fatty globules in the thorax. The 
larvae are very transparent, with pale red on the thorax, antennules, eye-stalk, 
and rostrum. On the abdominal somites 1 and 2 there were lines picked out 
with yellow. 

The eighth larval stage. Length 7 mm. The rostrum is short. It is broad 
at the base, with lateral denticulations, and ends in a smooth point. The 
carapace has denticulations antero-ventrally and postero-ventrally, and the 
first and second abdominal somites are denticulated, with many denticu¬ 
lations on somite 2. There are thin bilobed pleopods. There is a strongly 
recurved lateral spine on abdominal somite 5, and a long straight spine on 6. 
The first and second legs are beginning to widen, legs 4 and 5 are well 
developed, and there are exopods on all the legs. The telson is slightly 
rounded at the hind end, with tw elve spines and two pairs of lateral spines. 
There is a large spine vcntrally on the proximal segment of the antennular 
peduncle. 

The ninth larval stage , probably the last. (Fig. 4, a-f.) Length 8-5 mm. 
Very like stage VII. There are small epipods on legs 1-4, the pleopods are 
slightly setose, and the legs further developed. Leg 1 (fig. 4, d) has a rounded 
dactyl, as in Discias , and the second (fig. 4, e) is modified as in that genus. 
The mouth-parts are very like those of Discias , but there is no mandibular 
palp in this larva. The maxillule has a two-segmented endopod and well- 
developed endites, and there is a slight prominence in the position of the exopod. 
The maxilla has a well-developed proximal lobe and an unsegmented endopod 
with setae. The telson is nearly straight and bears twelve terminal spines, and 
two pairs of lateral setae behind the first half. 

A later stage occurred measuring 11 mm. in length, which had larger and 
more setose pleopods. Otherwise it is much like the last, and it is probable 
that it was an alternative last stage having stayed longer in its larval form 
prior to metamorphosis. 

Species C. (Fig. 3, g ; Fig. 4, g-v.) 

This species, which is probably the Caricyphus serramarginis of Bate (1888), 
changed from the last larval stage to the post-larval in the laboratory. Only 
late larvae were seen in the plankton, and these very rarely. They occurred 
outside from about 250 to 300 metres. The larva closely resembles D in 
general form, but legs 1 and 2 are not modified, and there is a dorsal tooth 
at the posterior end of abdominal somite 3. It has the same pale red colouring 
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as D, but it is more diffuse and extends on to the abdomen, especially on seg¬ 
ments 1—3 and into the hump, which is rather larger than it is in I). It is so 
like D in many ways that there seems almost certainly some relationship, 
but the larva and post-larva in many respects resemble Acanthephyra. It is 
probable that this also has affinities with the Hoplophoridae, and possibly 
Jinks Acanthephyra to Discias. 

Stage VII (0, length ea. (> mm. This is very like the last stage, only with 
short pleopods and the legs not quite* so long. 

Stage IX (?), last larval stage*. (Fig. 4, g-o.) Length 8-6 mm. The rostrum 
is broad at the base with denticulate edges, and at about half its length there 
is a lateral tooth, the distal half is narrow, smooth, and pointed. There is a 
large spine ventrally on the proximal segment of the antennular peduncle. 
The mouth-parts resemble* those* of Discias , but there* is no mandibular palp 
at this stage. The carapace is denticulated antero- vent rally and postero- 
ventrally, and there are dent iculations on the first and second abdominal 
somites. The legs (fig. 4, m~o) end in long dactyls, and the exopods present 
on all the legs have many setae*. There is a recurved lateral spine on abdominal 
somite 5, and a straight ora* on the sixth. The telson is slightly rounded 
behind, with twelve spines, and there are two pairs of lateral spines behind the 
first half. The pleopods are slightly setose. In all external features except 
the legs this larva resembles 3), and is obviously related. It also possesses very 
small epipods. 

Post-larval stage from last larva. (Fig. 4, p-r.) length 8454 mm. The 
rostrum (fig. 4, q) is straight, reaching beyond the eye, and armed with five 
dorsal teeth and one* ventral near the tip. An antennal spine is present. There 
is a recurved lateral spine on the fifth abdominal somite. There are well-devel¬ 
oped exopods on all the legs. The second maxillipede has the dactyl normally 
placed (fig. 4, r). The first leg (fig. 4, f) has a very short carpus, long propodus 
and fairly small and narrow chela, the second leg (fig. 4, u) with narrower chela. 
The third to the fifth legs ending in a long pointed dactyl, tin* third with four 
teeth on the merus, the fourth with two on the ischium and four on the merus, 
the fifth with one on the ischium and four on the merus. The telson (fig. 4, v) 
with a pointed central tooth and six spines, the outer one tooth-like, and an inner 
pair of hairs. There are two pairs of lateral teeth behind the first half, and the 
lower two-thirds of the margin is armed with short hairs laterally. The outer 
uropod has short setae all along the outer margin and hairs internal to them, 
and a sharp tooth near the end. A short curved division nearly cuts off the* 
end, but not completely. Epipods were not seen, and unfortunately this speci¬ 
men was lost before further details were made out, but many of the characters 
resemble Acanthephyra , whilst the larva has undoubtedly resemblances to 
Species D. 

Having now found the larva of Discias it is a question, almost certainly 
answered in the affirmative, whether it is related to the Hoplophoridae. Gurney 
(1939), in reviewing the various suggestions as to its relationships, discusses* 
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Fig. 4.—a-/. Species D. a, last larva, ca. 8*5 mm. long ; b , rostrum; c, telson; d, first leg; 

^second leg; /, third leg; g-v. Species C. g, last larva, ca. 8*6 mm. long; 
A, rostrum; j, telson; k, cast skin, last larva, antennule ; l t rostrum; m, first 
teg; w, third leg; o, last leg; p t post-larva, ca. 8*6 mm. long; q , rostrum ; 
r, second maxillipede ; a, third maxillipede ; t, first leg ; u, second leg; v, telson. 
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the position, and is of the opinion that it seems to have some real affinity 
with Bresilia (Caiman 1936), retaining some primitive features of the Pasi- 
phaeidae and the Hoplophoridae. Ohace (1939, 1940) has recently published 
a preliminary note and description on the new genus Lucaya , which he places 
in the Bresiliidae, and this, unlike Bresilia, has exopods on all the legs and 
normal pleurobranehs. This is very like species 0 described above, and brings 
all these forms close together. There arc* distinct resemblances between the 
larva of Discias and that of A canthephyra, although there are very important 
differences. The two other larvae C and 1), obtained only in the late stages, 
and in the case of 0 reared to the post-larva, seem to form a series with Discias 
and Amnthephyra. Thus we have the gradual series Acanthephyra —C-D— 
Discias and the last three all seem to be related to the Hoplophoridae. D has 
the legs modified as in Discias , but possesses small epipods on the legs, and in 
almost every other way resembles C, which has unmodified legs and is the 
nearest to Acanthephyra. The characters which these four larvae have in 
common are the following :— 

(1) there are exopods on all the legs ; 

(2) the maxillule has a 2-segmented setose endopod and well-developed endites 
(in the two species where the early larva is known (Acanthephyra purpurea and 
Discias atlanticus ), there is a non setose* prominence representing the exopod ; 

(3) the maxilla has the proximal lobe well developed and a non-segmented 
setose endopod ; 

(4) the carapace is denticulated posteriorly and (except in Amnthephyra ) 
anteriorly, and there are denticulations on the first and second abdominal 
somite in the later larvae ; 

(5) there is a marked hump on the third abdominal somite, a recurved spine 
on the fifth and a straight spine on the sixth, except in the very early larvae ; 

(6) there is a very large spine ventrally on the proximal segment of the 
antennular peduncle in all but the very early stages ; 

(7) the body is permanently bent at almost a right angle, or an acute angle ; 

(8) the telson in the late larval stages has twelve terminal spines (reduced 
to eight in the late larva of Acanthephyra ), and two pairs of lateral spines# 
behind the first half. 

In Acanthej)hyra purpurea and Discias atlanticus , the two extremes of the 
series, the larva is hatched with a rostrum and the telson is indented posteriorly. 

Of these characters there stand out as very distinct the presence of exopods 
on all the legs, the very large ventral spine on the proximal segment of the 
antennule, and the denticulations on the posterior end of the carapace and 
on the first and second abdominal somites. 

It is interesting to find that in the larva and post-larva of Leptochela pugnax 
described by Gurney (1936 a) the posterior margin of the carapace is also 
denticulated, and in the post-larva the abdominal somites also. 
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Whether Species D should be included in the genus Discias is doubtful. 
If we regard it as a Discias , then the genus would have to be modified to include it. 
Discias exul Kemp (1920) differs in several ways from D. atlanticus , being in 
some respects more primitive and in others less so. Knowing only the larva 
it is difficult to say much about the present species, but it possesses small 
epipods, which character alone shows it to be more primitive than any known 
specieB of Discias . Gurney (1936 a, 1939) has shown that Ortmann’s larval 
genus Anisocaris almost certainly belongs to Discias , and lias the legs modified 
as in that species. The two species known, A . puerilis described by Coutiere 
(1907 a) and A. dromedarius by Ortmann (1893), resemble very closely the 
larva of Discias atlanticus. Coutiere\s species is not old enough to show the 
modified legs, but its form is so like that of D. atlanticus that it must belong 
to that genus. It seems likely that as the external form of D differs in 
several points from the known larva of Discias and of Anisocaris, and it 
alone possesses epipods, it should belong to another genus, but closely related. 
Species C resembles D in external features much more than it resembles Discias , 
but it has the legs unmodified as in Acanthephyra. In certain other ways it 
comes close to Acanthephyra , and seems to connect Acanthephyra with the 
Discias-like forms. 

It is probable that the species of Discias , D, and the other* A nisocaris larvae 
belong to one group, and that these are specially modified for the same way of 
living, probably with sponges, D being the most primitive of these. 0, possibly 
identical with or related to Lucaya , connect.% the Discias group with Acanthe¬ 
phyra , having affinities with both. Acanthephyra belongs to the Hoplophoridae, 
and the other three are almost certainly closely related but belong to separate 
families, having no near affinity with the Pasiphaeidae, and it would seem also 
that the Bresiliidae come very close to the Hoplophoridae. 
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2. The larvae of Hoplophorus and Systellaspis. 

By Robert Gurney. 

The genera of the Hoplophoridae fall into two groups, according to the size 
of the eggs Large eggs : Hoplophorus , Systellaspis, *Ephyrina, Hymmodorn ; 
small eggs : Acanthephyra, Notostmnus. 

The development of Acanthephyra is fully described by Miss Lebour, and 
includes a long series of normal larval stages. Presumably the same will be 
found to be the case in Notostomus. 

In Hymenodora (Stephenson, 1035, p. 68) the large egg gives rise to a larva 
with rudiments of all appendages, but five stages are passed through before 
the post-larval form is assumed. 

The following description of the larvae of Systellaspis and Hoplophorus will 
show how closely alike these* genera with large eggs are in their development. 

I. Systellaspis. (Figs. 5-6.) 

The development of Systellaspis has been described in part by Coutiere 
(1906 a), and more fully by Kemp (1910). Kemp has shown that there is 
at least one earlier stage than the first figured by Coutiere, and has described 
a stage transitional between the larval and post-larval forms. 

I have had the opportunity of examining a number of specimens taken from 
deep water off Bermuda, and some from the Discovery collections, and this 
material permits of giving a fuller account than has been possible hitherto. 

The specimens from Bermuda belong to one species, and that species is 
probably S. debilis , since several half-grown specimens and one adult female 
with eggs were taken at the* same place and the same time as the larvae. 
As will be pointed out, there is some difference in form of telson between the 
Bermudan larvae and those figured by Coutiere and Kemp, and I also have 
a specimen from the Discovery material which has the same form of telson. 
It is uncertain if this form represents a distinct species, or possibly a stage in the 
development of S. debilis which is not represented in the Bermudan material. 

The egg and embryonic telson. 

The egg of S. debilis is very large, measuring according to Kemp 3*2 X 2 mm., 
and 3*5 X 2 mm. according to Couti&re. In my Bermudan specimen they may 
be as long as 4*0 mm. (fig. 5, a.) 

The structure of the telson is of some interest. In all Caridea which have 
been examined the embryonic telson has six transparent outgrowths enclosing 
the Beven setae of the larva, the sixth and seventh being enclosed in one envelope. 
In larvae of S. debilis which are not near hatching six setae can be seen, each 
enclosed in its own envelope, the seventh, innermost, seta not having appeared 
as yet. At later stages the outer envelopes are pressed together and it becomes 
impossible to determine their limits, but there is certainly a seventh seta. 

♦ I am indebted to Dr. S. W. Kemp for information as to the size of egg in Ephyrina. 

JOTJRN, UNN t SOC.—ZOOLOGY, VOL. XU 8 
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Miss Lebour has kindly allowed me to use a figure of her own taken from a 
larva very near hatching. In this specimen the seven setae of the larval telson 
are setose, and each is enclosed in a non-setose envelope, fitting close to it, 
and distinct from the large outer envelopes. Nothing of this kind has been 
seen in any other Carid, and it seems that the explanation must be that there 
is an additional moult in the egg, the first free larva then being actually the 
second stage of the normal sequence. 

The Larvae 

The larvae, when brought up alive, swim feebly, back down and tail first ; 
but, when dead, they float back upwards. One lived for a day in a refrigerator, 
but did not moult. They were only taken in deep water with 1500 metres 
of wire out. 

The whole body is orange-red except the thorax, which is filled with dark 
red yolk. 


Stage I. Fig. 5, d-g (see Kemp, 1910, figs. 5-12). Length 10 mm 

Rostrum small, down-turned, not visible in side view. Carapace soft, with 
anterior angle pointed. Abdominal somites rounded dorsally. Telson broad, 
with very small median indentation and 7+7 spines; margin fringed with 
spinules. 

Eyes large, sessile, with black retinal pigment, the eyeball orange-red except 
round a dorsal colourless spot. ' 

Labrum with small anterior spine. 

Antennule with unsegmented peduncle and a seta in place of inner branch. 
Antennal scale broad, little more than twice as long as wide, with small apical 
spine ; endopod less than half length of scale, with one apical seta Mandibles 
with undifferentiated blade and very small rudiment of palp. Maxillule has 
inner lobes without spines and endopod two-segmented, with two long apical 
setae. Maxilla with four distinct inner Jobes, the basal lobe with two small 
setae ; endopod large, not distinctly segmented, with seven setae in all ; exopod 
large, with seven marginal setae and one very large seta on proximal lobe. 
Maxillipede 1, endopod of three segments, the long distal segment not distinctly 
divided ; basis long with few setae ; exopod with five setae in all ; epipod 
small. Maxillipede 2 with epipod. Maxillipedes 2 and 3 with setose exopods ; 
the setae are broken, and it is doubtful if there are tw r o or three apical setae. 
Legs 1-5 rudimentary, biramous, the exopod on leg 5 small. Five pleuro- 
branchs present. Luminous organs on leg 5 and pleopods 1 and 2 only. 
Pleopods small, bilobed. Uropods visible under skin. 

Stage 2. Fig. 5, h-Jc. Length 10*5 mm. 

Abdominal somites 3 and 4 with small dorsal point. Telson one and a half 
times as long as wide at end, with 8+8 spines, 
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Fio. 5.— Systellasjm debilis. a, egg with embryo ; b, early embryonic teison ; c, embryonic 
telson just before hatching (by M. V. Lebour); d~g. Stage 1 : d, head and 
antenna*; s, telson; /, maxilla; g, maxillipedes and legs; h~k. Stage 2 : K 
stage 2 ; j, mandible ; Jc, telson j l-m. Stage 4 ( Discovery Station 281) : l, head; 
m, mandible, 
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Peduncle of antennule of three segments ; flagella stout, about as long as 
last two segments of peduncle. Antennal flagellum as long as scale, with basal 
segment distinct, and no apical seta. Mandibular palp long, unsegmented. 

Maxillule and maxilla unchanged except that exopod of the latter has thirteen 
setae. Exopod of maxillipedes 2 and 3 with six setae. Legs larger, but very 
little changed. 

Pleopods long. Uropods developed, the endopod not jointed to basis, and 
with rudimentary setae at end only. 

Luminous organs on leg 5 and pleopods 1-4. 

This stage, with free uropods, corresponds to the normal stage 3. No stage 
intermediate between this and stage 1 has been seen, and it has to be assumed 
that the conclusion, founded upon study of the embryonic telson, that stage 1 
is passed through in the egg, is confirmed. 


Stag? 3. Fig. 6, d-f. Length of body 11-2 mm. Rostrum 1*72 mm. 

Rostrum shorter than scale, with ten small dorsal teeth and smooth below. 
Under the skin can be seen ten teeth above and five below. Abdominal somite 3 
with sharp posterior spine. Pleura rounded, except that of somite 5, which 
has a small point. Telson parallel-sided, its distal margin gently convex, with 
short median spine. There are two pairs of small lateral spines and 6+6 
distal. 

Flagella of antennule and antenna broken, but evidently long. Mandibular 
palp long, unsegmented. Maxillule and maxilla unchanged. Maxillipede 1 
with large bilobed epipod. 

Rudiments of epipods and arthrobranchs on legs 1-4. 

Legs 1 and 2 chelate, the fingers unequal. All endopods segmented. Exopod 
of leg 4 setose, that of leg 5 without setae. 

Luminous organs. Three on eye ; on propod of maxillipede 3 and carpus 
of legs 3-5 ; on legs 5 and all pleopods. 

Pleopods large, with short setae. Uropods as long as telson, the endopod 
with numerous setae, the exopod with small outer spine. 

The description is taken from a Bermudan specimen. Another in a 
similar stage from Discovery station 281 (fig. 6, a~c) differs in some details. The 
rostrum has six teeth below ; the shell margin is slightly serrated anteriorly ; 
pleura all rounded ; telson more pointed, with long median point. This 
appears to be the same form as is figured by Kemp. It is possible that it 
represents a distinct species, or that it is a stage intermediate between stages 
3 and post-larval 1. 

Another specimen taken at Bermuda at the same time as the one described 
differs in having the flagellum of the antenna little longer than the scale, and 
the telson slightly wider at the end, and with straight posterior margin. From 
the appearance of the new telson under the skin it would have moulted to post- 
larval. It may well be that there is individual variation in the degree of 
development after stage 2, 



LARVAE OF CERTAIN CRUSTACEA MACRUKA 


107 



Kie. 6._ SyslcUaspiaMill*, a-c. Stage 4 ? (Discovery Station 281): a, maxillule; 6, maxilla ; 

c, maxillipede 1 ; <hf- Stage 3 : <1, stage 3 : e, antennal scale ; /, telson ; g-j ; 
post-larval 1 ; 9, post-larval 1; h, telson; j, antennal scale. 
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Post-larval 1. Fig. 0, g-j. Length 10*5 mm. Rostrum 3*5 mm. 

Rostrum longer than scale, with thirteen dorsal and eight ventral spines. 
Carapace with subocular and pterygostomial spines, and smooth margin. 
Somites 3-5 with dorsal spines. Pleura of somite 5 with small point, but no 
spines between pleuron and dorsal spine on this or on somite 4. Telson very 
long and slender, tapering to a large median spine, with two pairs of lateral 
spines and six pairs on tapered extremity. Anal spine very small. 

Eye with small papilla and three luminous organs. 

Flagellum of antennule nearly as long as thorax and rostrum ; peduncle 
with large styloeerite. Antennal scale narrow, tapering, four times as long as 
wide, with large apical spine. Mandibular palp large, two-segmented, with 
yellow setae. Mouth-parts of adult form. Legs 1 and 2 chelate, the propod us 
of leg 1 with three transverst' row s of short spines. Ischium and moms of 
legs 1 and 2 with yellow setae. Leg 2 with one spine on ischium and two on 
merus ; none on leg 1. Legs 3 and 4 merus with three spines and ischium with 
two. Leg 5 ischium and merus each with one spine. Exopod of all legs in¬ 
cluding leg 5 setose. 

Thorax still full of yolk. 

ii. Hoplophorits. (Fig. 7.) 

The development of this genus has not hitherto been described. Apart 
from one specimen take n at Bermuda the material used has been derived from 
the Discovery plankton. It is impossible to be certain about the actual species 
dealt with, and it may well be that the larvae of more than one species have 
been confused together ; but I think it probable that they do belong to H.grim- 
aldii Coutiere. Only three specimens are sufficiently advanced to be identified 
with certainty, and of these two are H. grimaldii and one H. spinicauda. The 
following are the stations at which the material was taken :— 

674. 35° 58' 8., 20° 56' W. 280-0 m. 

703. 7° 17' N., 28° 02' W. 358-0 m. 

710. 21° 45' S., 39° 50' W. 294-0 m. (H. spinicauda ). 

1370. 39° 47' 8., 38 u 19' E. i 13-0 m. 

1591. 16° 50' N., 18° 06' W. 140-0 m. 

1602. 17° 10' S., 4 28' E. 470-300 m. 

1604. 2V 35' 8., 8" 10' E. 620-500 m. 

2038. 33° 29-2' 8., 6 n 37-9' E. 1200-850 m. 

2047. 24° 54' 8., 1° 44' W. 1300-900 m. 

2051. 19° 10'8., 2° 31' W. 990-6Q0 m. 

2055. 14° 55' 8., 03° 39' W. 2000-1400 m. (H. grimaldii ). 

2069. 30° 47' N., IT 51' W. 50-0 m. (H. grimaldii ). 

The egg and embryonic telson . 

In a specimen of H. grimaMii of 38 mm. the eggs measure 3*2 x 1-9 mm. 
The embryos are sufficiently advanced for it to be seen that the telson has 
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sc*veil spines oil either side enclosed in six embryonic* outgrowths as is usual 
among Caridea. There is, in these specimens, no evidence of a moult of stage 1 
in the egg. 


Thv ljar vat. 

Stage I (Station 2047). Fig 7, a-b Length 10 mm. 

Host rum down-turned and reaching about two-thirds the length of the* 
antennular peduncle. (Wapuee v\ ith ptervgostomial spine and margin minutely 
senate* in front. Abdominal somites rounded dorsally, and with rounded 
pleura. Tclson broad, posterior margin very slightly concave, with 7 | 7 
spines. 

Peduncle* ol antcnnule ims(*gmc‘nted , endo])od represented by a small papilla 
with a seta. Antennal scale broad, narrowed at end and with stout apical 
spine , basis with large* ventral spine , eudopod about two-thirds length of 
scale, without apical seta. Labrum with small anterior spine Mandible* 
palp large, unsegmented. Kndopod ol maxillule* ol two segments, with two 
apieal setae* ; inner lobes unarmed .Maxilla with lour inner lobes, with a few 
short feathered setae ; endopod ol two segme nts , exopod large, with sixteen 
setae*, and one very large* seta on proximal lobe*. 

Maxillipedes 1-3 with ver\ long e*xopods. Legs large, unsc*gmc‘nt<*d, with 
non-setose* exopods. 

Kpipods present on maxillipedes 1 and 2, and large pleurobranclis on legs 1-3. 

Pleopods large*. Uropods traee*able under skin. 


Stage 2 (Station 2047, 1002). Length 10-4 mm. 

Two specimens, of w hich one is in process of moult and has part of the* moulted 
skin of stage 1 attached. This stage* differs very little from stage* 1. The eyes 
are free, the tclson somewhat narrower, with 8 f 8 spines, and somites 3 -3 
have each a small dorsal spine. Legs 1 anel 2 have no trace of chelae, and the 
endopod of the antenna is shorter than the* scale. 


Stage 3 (Station 1(>04). Fig. 7, c-e. Length 10 mm. Rostrum 1*5 mm. 

Rostrum stout, with eight dorsal and six ventral tcctli. Tclson one and a hall 
times as long as it is wide at end, with small median point and 84-8 spines. 

Antennule with long flagella (0*88 mm.). Antennal scale three and a half 
times as long as wide, tapering, with very large apieal spine ; outer margin 
smooth. Endopod shorter than scale, with two basal segments distinct. 
Mandible with large unsegmented palp. Maxillule unchanged. Maxilla with 
twenty-two setae on exopod, the basal lobe produced, with three setae. 
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FlO. 7 .—Hopfophorus grimaldii ? a-b. Stage 1 : a, part of antennal scale; b, maxilla; 

c~e. Stage 3 : c, telson ; d, antenna; e, maxUla; /, stage 4, telson; g-j. Stage 5; 
9» telson ; h maxiliule ; /, antenna ; k~s, post-larval 1 ; k, post-larval 1; l, part 
of telson ; m, maxilla ; n, mandible ; o, leg 1, chela ; p, antenna ; q, maxillipede 1; 
L*. r > niaxillipede 2; s, leg 1 ; t-u, specimen of 13*5 mm. (Station 2055); *, telson ; 
u, antenna. 
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Legs all segmented, legs l and 2 chelate, the* fingers unequal. Exopods of* 
legs without setae, but that oi leg 1 with four rudimentary setae. Pleopods 
large, without setae. Uropods present, the endopod not jointed to stem 
short, without setae. 


Stage 4 (Station 1004). Fig. 7,/. Length 11*5 mm. Rostrum 3*3 mm. 
Rostrum reaching beyond antennule, with thirteen dorsal and eight ventral 
spines, the proximal dorsal spine* very small. Shell margin denticulate 
anteriorly. Dorsal spine of abdominal somite 3 reaching about half-way along 
somite 4. Telson 2*4 times as long a* wide at end : posterior margin straight, 
with large median spine and S - N terminal and lateral spines. Anal spine small. 

Fye with very minute papilla Antennule without stylocerite. Antenna! 
scale three and a hall times as long as wide, outer margin smooth ; endopod 
as long as scale Legs 1 and 2 chelate, leg 1 with setose exopod. Exopods of 
legs 2-5 without setae, that of leg 5 very small 

Pleopods w ithout setae*. Endopod of uropod jointed to stem, setose. 


Stage 5 (Station R>04). Fig. 7 ,gj. Length 10*5 mm. Rostrum 4*75 nun. 

Rostrum with thirteen dorsal and eight ventral spines. Dorsal spine* of 
somite 3 as long as somite 1. Telson parallel-sided, four and a half time's 
as long as wide: apex triangular, with large median spine* and N--N lateral 
and terminal spine's. 

Antennular flagella 1-5S mm long. Antennal scale narrow, tapering, with 
outer margin smooth. A specimen trom station 2047 differs m having four 
minute spine's on outer margin and four larger ones visible* unde r skin. Flagellum 
a little longer than scale*. Lahrum with small spine. Mouth-parts and legs 
unchanged, except that the* exopods of le gs 1-4 now have small setae. 

Pleopods with short se*tae. 

Body full of yolk. 


Post-larval stage 1 (Station 074). Fig. 7 , k-s. Length 11*5 mm. Rostrum 
9*75 mm. 

Rostrum with fifteen dorsal and nine ventral spine's. Carapace with pterygo- 
stomial spine, but no spine* under orbit. Dorsal spine of somite 3 reaching 
beyond somite 5. Pleura rounded, but somite 0 with small lateral spine. 
Anal spine small. Telson very long and slender, with two pairs of lateral spines, 
and six spines on either side of the median spine. 

Eye with minute papilla. Antennal scale narrow, with very large terminal 
spine without inner hook, and outer margin smooth ; basis with large ventral 
spine. Mandibular palp of two segments, with setae. Mouth-parts transformed, 
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transitional to adult form. Legs 1 and 2 equal, leg 1 with transversely arranged 
short spines on propod. Exopods of maxillipedes and of all legs without setae 
except leg 1, which has induced setae, the exopods of leg 5 very small. Rudi¬ 
ments of epipods and arthrobranchs visible on legs 1-4, 

No luminous organs visible. 

A specimen of 12 mm. (Station 703) may be in stage 2, and has five outer 
spines on the antennal scale, but the terminal spine is without a hook. This 
hook is present in a specimen of 13*5 mm. (station 2055). Fig. 7, /, u. 


Discussion .—The larvae of Systellaspis and Hoplophorus art* so much alike* 
that the two genera must be supposed to be more nearly related to each other 
than either is to Acanthephyrn. The larvae may be distinguished by the? shape 
of the antennal scale, the smallness of the exopod of leg 5, and the reduced 
ocular papilla in Hojdophorus . While luminous organs can be traced in all 
the larvae of Systellaspis, and are very distinct in those from Bermuda which are 
preserved in formalin, 1 have seen no trace of them in the specimens of Hoplo¬ 
phorus , even in one in stage 4 from Bermuda. Either they appear very late 
in this genus, or they are more easily rendered invisible by preservative. 

The presence in the larvae of both genera of a small labral spine is a remarkable 
feature. This spine is found in most, if not all, Penaeid larvae, but not, so far 
as I know, in any other Caridea. It is also absent in Euphausiacea and Lopho- 
gaster , but occurs in some Mysidae. 

There is an apparent difference in the number of stages : but, if the two 
specimens referred to on p. 106 do really represent a distinct stage, and stage 1 
is really passed through in the egg, the number (five) will be the same in both. 

The larvae of Hymenodora , as described by Stephensen, are remarkably like 
those of Hoplophorus and Systellaspis. There are five free stages, during which 
little or no growth in length occurs, and the mouth-parts remain functionless 
owing to the mass of yolk in the body. Apart from the absence of the long 
toothed rostrum they differ in form of telson in later stages and absence of 
dorsal spines from the abdominal somites. Stage 1 has no mandibular palp, 
and the endopod of the maxillule remains a small knob without setae. In these 
respects Hymenodora may be said to be less primitive than the other two 
genera. 

The absence of setae from the exopods in the first post-larval stage of Hoplo¬ 
phorus is an example of the temporary regression of the exopods which is not 
unusual in the maxillipedes of Caridea at this stage. In Fenaeidae the exopods 
may be completely lost in the post-larva and reacquired (Burkenroad, 1934, 
p. 136). It is possible that the same thing occurs in SysteMaepis, and that the 
stage described as first post-larval is really the second, but this is unlikely 
in view of the fact that the body is still full of yolk. This regression of the 
exopods does not occur in Hymenodora . 
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The descriptions which arc given here of the larvae of Acanihephyra , SysteU 
laspis and lloplophorus bring out very clearly the great differences in develop¬ 
ment which may be found in nearly related genera in consequence of an accumu¬ 
lation of yolk in the egg. It may be assumed that the development of Acanthv- 
phyra is that ol the ancestral form from which all have boon derived, but 
all those species which now have large* eggs have lost almost all tin* structures 
which are definitely larval, and arc concerned with larval locomotion and 
flotation. These an* the flexure of the body with the humped third somite 
in which fatty matter nm\ Ik* stored, the long setose exopods of tin* legs, and, 
perhaps, the serration of the carapace and abdominal pleura. In contrast, 
development is as nearly direct to tin* adult form of body and appendages as 
is possible. The exopods are reduced and, on some legs, not functional ; the 
endopods of th<* legs do not appear to lx* functional in larval life, and the 
mouth-parts arc not functional at all, except insofar as they arc concerned with 
respiration. The early appearance of the mandibular palp may also be an 
instance ol the precocious appearance of adult characters in consequence of the 
mode of development. 

The genera with large eggs are considered to bo, judged by adult characters, 
on the whole more primitive than those with small egii". 

There is no connection in this group lad ween habitat and size* of egg, and it 
seems most unlikely that large eggs, abbro\iated development, and a similar 
larva should have boon independently acquired by each genus. The view' that 
the mode of development has been handed on from a common ancestor implies 
a separation of the Hoplophoridae into groups in which then* has been great 
divergence in development in spite of the small divergence of the* adults. 


3. The larval stages of Rhynchochwtrs rignis Gordon. 

By Robert Gurney. 

The first and second stages in the development of Rhyne hodnotes rigens were 
obtained in 1936 by Mr. Burkcnroad, who has described the colour and the 
essential points in the structure of the larva (1939), drawing attention to the 
remarkable feature of its possession of an exopod on the maxillule. For this 
and other reasons he claims that Rhynchoci nets# is nearly related to the Hoplo¬ 
phoridae. 

In 1938 1 was able to obtain first and second stage larvae in the laboratory 
at Bermuda, and to follow' the subsequent stages from plankton material. 
The larva in the last stage had attracted my attention in 1935, and was found 
to be common over deep water in 1938, but its connection w ith Rhynchocinetes 
was not suspected until moults were obtained to the post-larval form. The 
great length of the antennal flagellum, which is the most striking feature of the 
last larva, is a character which is likely to escape notice, since it is generally 
broken off in the rough handling of a plankton sample. 
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I am indebted to Miss Lebour for a number of specimens, including post- 
larval stage 2, obtained by moult, w hich have been very helpful in establishing 
the sequence of stages. 

Stage 1. Fig. 8, a-h . Length about 2*0 mm. 

Rostrum long, reaching beyond anteimule. Carapace margin sinuate, 
without marginal denticles, but with large spine at anterior angle ; dorsal 
organ and posterior papilla small. Telson triangular, with small median 
hollow and 7-j 7 spines, of which the fourth is the longest. Antennal scale 
with four distal segments distinct ; two outer and ten inner and apical setae. 
Endopod with a very long apical seta and a small seta at its base ; basis with 
large ventral spine. Maxillule with exopod bearing three setae ; endopod of 
two segments, bearing two and three setae respectively. Maxilla with four 
well-marked inner lobes ; endopod large with distinct basal segment ; exopod 
w ith five setae. Exopods of maxillipedes 2 and 3 w ith three apical setae. No 
leg rudiments present. 

Colour .—General colour red and yellow. Diffuse orange in abdomen, tending 
to form a streak on either side. Red and black in somite (i and telson. 


Stage 2. Length 2 4 mm. 

Stage 2 differs from stage 1 in having the eyes free*, telson with 8+8 spines, 
and exopods of maxillipedes 2 and 3 with four apical setae. The appendages 
are unchanged except that the exopod of the maxillule has only one or two 
smaller setae. The last segment of maxillipede 3 in this and preceding stage 
is small, bearing two long smooth setae and a long slender spine (fig. 8, /). 

Stage 3. Fig. 8 ,j~L Length about 3*0 mm. 

Rostrum nearly as long as antennular peduncle. Carapace without supra¬ 
orbital spine. Telson a little longer than w ide (05 : 55), deeply hollowed behind, 
and with 8+8 spines. Endopod of antennule a small papilla, with seta. 
Antennal scale with two distal segments distinct, and two outer setae; basis 
with large spine ; endopod very stout, unsegmented, nearly as long as scale, 
and without setae. Other appendages almost unchanged, the maxillule still 
with a vestige of the exopod, bearing two setae. Exopod of maxilla with 
seven setae. Leg 1 a large biramous rudiment; a small rudiment of leg 2. 

Pleopods absent. Uropods present, The endopod small, not jointed, and 
with two small setae. Anal spine absent. 

Stage 4. Fig. 8, m, n. Length 3*5 mm. 

Rostrum shorter than antennular peduncle. Telson more than twice as 
long as wide (98x44), parallel-sided, deeply indented, and with 8+8 spines. 
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Fig. 8 .— fthynchocinete.fi rigens. a-h. Stage 1: a, stage 1; b, telson; c, antenna; 

mandible ; <\ maxi 1 hi I e ; /, maxilla ; g, maxillipede 1 ; h f exopod of maxilli- 
pede 3. j~J. Stage 3 : j, head and antennae ; k, telson ; K end of maxillipede 3. 
w~n. Stage 4 ; m, stage 4 ; »>, telson ; o-p. Stage 5 ; o, stage 5 ; p t telson. 
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Anal spine present, blunt. Antennule with very small unsegmented endopod. 
Antennal scale unsegmented, with apical outer spine ; endopod twice as long 
as scale, with four segments. Maxillule with minute outer papilla without setae. 
Exopod of maxilla with eleven setae. Maxillipede 1 with rudiment of epipod. 
Leg 1 with exopod bearing six setae ; endopod not distinctly segmented. Leg 2 
a biramous rudiment. Pleopods absent. Uropods nearly as long as telson, 
the endopod jointed and with several setae. 

I have only one specimen of this stage, and I find that it has a small, but 
quite distinct, spine at the anterior end of the labrum. This spine is evidently 
homologous with the labral spine of the Penaeidae, and the spine found in 
Systellaspis and Hoplophonis. I have, however, been unable to find it in any 
other specimen of Rkynchocinetes. 


Stage 5. Fig. 8, o, p. Length 3 0-3*5 mm. 

Telson more slender, two and a half to three times as long as wide. The 
posterior margin may be straight or slightly indented. Antennule unchanged, 
but with long sharp ventral spine on segment 1. Antennal endopod developed 
into a flagellum nearly as long as the body and slightly thickened at the end. 
Maxillule without trace of exopod. Exopod of maxilla with twelve setae, 
without proximal extension. Legs 1 and 2 developed, the endopods of five 
segments, the last segment bearing a long slender spine and two setae like the 
maxillipedes ; exopods with eight and six setae respectively. There is a rudi¬ 
ment of leg 3. There are no gill rudiments. Pleopods absent. 

It would seem that stage 6 is not represented in my material. 


Stage 7. Fig. 9, a-d. Length 4-75 mm. without rostrum (*7 mm.). 

Rostrum reaching end of segment 2 of antennule, with one small dorsal spine. 
There is also a small spine on the carapace in front of the dorsal organ, and a small 
supraorbital spine. Telson more than three times as long as wide, wider in 
front, the posterior margin convex. There are three pairs of lateral spines and 
6+6 terminal. Branches of antennule slightly longer than last segment of 
peduncle, unsegmented. Antennal flagellum broken off. Exopod of maxilla 
with numerous setae, and slender proximal process. 

Maxillipedes 1 and 2 with epipods, but gills absent. Leg 4 developed, the 
endopod of five segments, and exopod with six setae. Leg 5 a large rudiment, 
with rudimentary exopod. Pleopods absent. 


Stage 8 . Fig. 9, e, g. Length 5*3 mm. Rostrum *75 mm. 

Rostrum reaches end of segment 2 of antennule. There is one dorsal tooth 
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on the rostrum and one just behind it on the carapace, but no ventral teeth. 
Telson nearly four times as long as wide (121 x 34), with three pairs of lateral 
spines and six terminal. 

Leg 5 developed, the endopod segmented and setose, with distinct rudiment 
of exopod. 

Small pleopod buds present on somites 2-5. 


Stooge 9. Length 6*05 mm. Rostrum -8 mm. 

Rostrum reaching between segments 1 and 2 of antennule, with two small 
dorsal teeth. Telson of the same form, but very convex at end ; the spines 
the same. Antennule with small stylocerite ; the branches about as long as 
last two segments of peduncle, of three segments ; segment 1 with large ventral 
spine. Flagellum of antenna 5*5 mm. long, scarcely at all swollen at end. 
Exopod of maxilla very broad in front, and with long proximal process. Legs 
all developed, leg 5 with minute rudiment of exopod. Epipods present on 
maxillipedes 1-3, and pleurobranchs on legs 1-5, decreasing in size from leg 1 
backwards. Arthrobranchs absent. Logs 1 and 2 without trace of chelae. 
Pleopods small, bilobed. 


Stage 10. Fig. 9, h-l , 10, a-e. Length 7-3 mm. Rostrum 1-12 mm. 

Rostrum reaching to, or beyond, end of, antennular peduncle, with no 
ventral spines and two dorsal, in addition to one on carapace in front of dorsal 
organ. Carapace with small supraorbital spine. The thorax seems always 
to contain, in life, a large central oil globule. Telson about four times as long 
as wide, with same spines as before, but the apex more convex. 

Antennule stout, with rudimentary stylocerite and ventral spine on segment 1; 
exopod shorter than endopod, of three or four segments ; endopod slender, 
with about six segments. Antennal flagellum much longer than body, the 
last six segments somewhat swollen and peculiarly bent. Mandible with small 
unsegmented palp. 

Maxillule with proximal lacinia very broad ; endopod slender, of two segments. 
Exopod of maxilla broad in front, the proximal extension widening at end. 
Maxillipedc 1 with large bilobed epipod. The epipod of maxillipede 2 has a 
small lobe representing the podobranch. Legs all fully developed, but legs 
1 and 2 without trace of chelae. Leg 5 without exopod. Pleopods large, with 
small setae. 

I am much indebted to Miss Lebour for the following note on the colouring 
and antenna of the last larva. 

The last larva is a uniform, very pale yellow all over, and very transparent, 
and there are patches and bands of red on the body. The abdominal somites 
1-5 have each a band of red, and 0 has a large red patch at the posterior end. 
There are red patches on the middle of the telson and on the tips of the uropods, 
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at the base of the antennules and antenna, on the eye just beyond the stalk, 
on the thorax anteriorly and in the centre, and on the bases of the legs. The 
antennal flagellum is enormously long, nearly four times the length of the body. 
It is held straight out in front of the body, and is coloured red at intervals 
along its whole length, red and colourless parts alternating at about equal 
distances. 

Several larvae of this stage and of this size moulted to post-larval, and there 
is no doubt this is properly to be regarded as the last larval stage ; but I have 
numerous specimens which greatly exceed this size and yet show no marked 
difference in structure. They may be as much as 14 mm. long without rostrum, 
and the only distinct difference is that the rostrum may have an additional 
dorsal spine and one or two very small ventral spines. There may also be 
one more spine on the carapace, making five dorsal spines in all. The telson 
remains tin* same, except that it becomes more slender and the end between 
the two large spines is more prominent (fig. 10, e). In all these large specimens 
the antennal flagellum is broken off, but I have seen two complete detached 
flagella which may have belonged to specimens in the same plankton sample. 
These flagella measured 34 and 36 mm. The segments are covered with minute 
spinules, and the last three arc* very much dilated and apparently freely move- 
able on their narrowed bases (fig. 10, d). 

It would seem that, on reaching stage 10, larval life may be continued for 
quite a long period, with a succession of moults involving no great change 
except in the growth of the antennal flagellum. 

I have had two moults of stage 10 to a larger larva of the same general stage. 
In one of these the antennal flagellum measured 18 5 mm., or only about half 
the length of the flagellum which the oldest larva appears to have. 

So far as I am aware, the only Caridean larva having such a remarkably 
long flagellum is a form of Eretmocaris in which, with a body-length of 9 mm., 
the flagellum measured more than 31 mm. (Gurney, 1937, p. 375). The only 
other comparable case is that of a larva of 7 mm. from the Discovery material 
(Station 278) in w'hich the antennule has the inner flagellum much longer than 
the rest of the body—about 11 mm. (fig. 9, m, n). No doubt the flagellum has 
a suspensory function like that of Sergestes. When broken off it regenerates 
as a closely coiled spiral, just as it does in Sergestes (fig. 9, k). 


Post-larval stage 1. Fig. 10, f-j. 

Specimens of this stage were obtained both by moult and from the plankton. 
They do not show a range of size at all comparable with that of the last larva, 
and indeed rarely exceed 8 mm. There is some variation in the degree to which 
the exopods of the legs are reduced, and there may be some corresponding 
differences in the development of the mouth-parts, but this has not been shown 
in the specimens dissected. It would seem that the mouth-parts, as is often 
JOtJKN. LINN. SOC.—ZOOLOGY, VOL. XLI 9 
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Fio. 10.— a~b. Stage 10: a, maxillule; b , maxilla, c-e. Stage 10, specimen of 9*7 mm.; 

c, stage 10; d, part of antennal flagellum believed to belong to it; e, telson. 
f-j> Post-larval Stage 1: /, telson ; g, mandible; /*, antennule; /, leg 1, chela; 
A ?-r. Post-larval 2. k f thorax; /, mandible; m, maxillule; n, maxilla; o, maxilli- 
pede 1 j p, maxillipede 2; g, telson ; r, leg 3 dactyl, 
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the case in Caridea at this stage, are not fully functional, and the setae of the 
exopods of maxillipedes 1 and 2 are temporarily reduced. The following 
description is from a specimen moulted in the laboratory. 

Length 7*7 mm. Rostrum 1*25 mm. 

Rostrum reaching end of peduncle of antennule, with three dorsal and two 
minute ventral spines. Carapace with two dorsal spines in front of the dorsal 
organ, small antennal and pterygostomial spines, but no supraorbital spines. 
Thorax with a pair of sternal spines between the bases of leg 5. Pleura of 
somites 3-5 with very small point, and lateral process of somite 6 pointed. 
Anal spine large. 

Telson about four times as long as wide, with three pairs of lateral spines 
and 6+0 terminal ; distal end produced between the two large spines and 
ending in a small point. 

Antennule with ventral spine and large stylocerite ; outer flagellum of six 
segments, about two-thirds length of peduncle ; inner flagellum longer than 
peduncle. Antennal flagellum now not much longer than body and of normal 
slender form. The basal segment of it has an inner spine, and is quite clearly 
a portion of the basis, and not properly part of the flagellum. 

Mandible with molar and incisor parts not marked off by a depression ; the 
incisor part with a series of five or six large anterior teeth, and a series of small 
teeth between it and the molar part ; palp large, but unsegmented and with few 
setae. The other mouth-parts have assumed the adult form and differ from 
those of stage 2 only in having fewer setae and a more or less undeveloped 
appearance. Maxillule wdth exite, but very much smaller than in stage 2, 
and without fringe of hairs. Maxillipede 1 having coxa quite wdthout setae, 
and apical setae of exopod much reduced ; endopod longer than in stage 2. 
Maxillipede 2 has epipod with rudiment of podobranch, but it is smaller than 
in stage 2. Legs 1-^ wdth small epipods, but no arthrobranchs. Legs 1 and 2 
chelate and resembling those of the adult, but with fewer spines. Jn both 
legs the propodal process (fixed finger) is barely half the length of the dactyl, 
and bears two largo spines. Carpus of leg 1 little more than half length of 
chela, and a little shorter than the chela in leg 2. Legs with very long 
exopods without setae. 


Post-larval 2 (by moult from stage 1). Fig. 10, k-r. Length 8-0 mm. 
Rostrum 1*3 mm. 

Rostral spines as before, but in this specimen with four minute ventral 
spines. Carapace with pterygostomial angle rounded. Abdominal somites 
4 and 5 apparently lacking the posterior lateral spines of the adult. 

Antennule as in stage 1, but inner flagellum longer (2-8 mm.). Antennal 
ffa ffAlliim about 9 mm. long. Mandible approaching adult form, with deep 
hollow between incisor part, with seven teeth, and molar part; palp with distal 
segment distinct, but proximal part undivided. Maxillule with very large 

9 * 
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exite fringed with hairs. Proximal lobe of maxilla very much shorter than 
distal lobe, and distinctly divided into a large proximal part and a very small 
distal lobe. In the adult there is still a lappet representing this small distal 
lobe. Maxillipede 1 with large bilobed epipod. Maxillipede 2 as in adult, 
the epipod with a branch representing podobranch. Maxillipede 3 with 
bifurcated epipod and long setose oxopod. There are two rudimentary arthro- 
branchs on maxillipede 3, but none on the legs. Legs 1-4 with trace of exopod 
in specimen described, but leg 1 only has it in specimen figured (fig. 10, k). 
Legs 1 and 2 differ little from those of stage 1. Legs 3-5 with dactyl short, 
l>earing three strong spines. 

Telson differing from stage 1 in having lost three pairs of terminal spines. 
As in the adult there are now only six terminal spines. 

T have seen no specimens more developed than this, and consequently none 
in which the rostrum shows the least resemblance to that of the adult. 

The systematic position of Rhynchocinetes . 

Milne-Edwards regarded Rhynchocinetes as close to Hippolyte , and Ortmann 
(1890) also treated it as a primitive form of Hippolytid. Rath bun (1900) 
placed it between the Crangonidae and Lysmatidae, while Borradaile (1907) 
included it in his superfamily Palaemonoida. Balss (1927) also included it in 
the Palaemonoida, between Hippolytidae and Palaemonidae. Burkenroad 
(1939), mainly on the ground that the larva has an exopod on the maxiilule, 
has argued for its transference to the group Hoplophoroida. This conclusion is, 
I believe, the correct one, but, before discussing it, it is necessary to define to 
some extent the limits of the Hoplophorid group. Burkenroad follows Balss 
in including the families Atyidae, Hoplophoridae, Nematocarcinidae, Campy- 
lonotidae, and Disciadidae, but adds also Gonatonotidae. If all these families 
are included it is difficult to find any common characters which would separate 
the group as a whole from the Pasiphaeoida on the one hand and the Pandaloida 
on the other. There appears to be no reason, apart from the possession of 
exopods on some of the legs, for including Nematocarcinus , which Alcock (and 
Balss himself in 1925) regarded as a Pandalid. The relationship of Gonatonotus 
{Eugonatonotus Chace) is obscure. Its mouth-parts show no obvious affinity 
with the Hoplophoridae and the vestigial exopods on the legs, apart from the 
fact that there is one on leg 5, do not of themselves determine its position. 
Campylonotus seems to bear very much the same relation to typical Hoplo- 
phorids as I hope to show Rhynchocinetes does. 

So far as adult structure is concerned, very little evidence can be obtained 
for deciding the position of Rhynchocinetes , but the mandible is, in my opinion, 
distinctly of the Hoplophorid type. It is characteristic of the Hoplophoridae, 
Pasiphaeidae, and some Atyidae (Xiphocaris) that the incisor portion is a flat 
blade armed with a series of large teeth, that the molar portion is not separated 
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from the incisor portion by a deep hollow, and that it may be reduced to in¬ 
significance. In most Pasi])haeidae it is flattened out and merges with the 
incisor portion, being itself armed with teeth but little different from those 
of the incisor blade. Jn Rhynchocinetes the incisor part is a blade, exactly 
the same as that of a Hoplophorid, with six teeth. It is separated from the 
molar part by a deep hollow, but, in the first post-larval stage this hollo ve¬ 
in much less marked, and it is bridged by a series of small teeth which continue 
the series of incisor teeth. There is, in fact, no real difference between this 
mandible as a whole, with its three 1 -segmented palp, and that of Acanthcphyra 
for example*. 

Another point of resemblance to w hich 1 think attention has not been drawn 
is the presence on the maxillule of a large exite. A precisely similar exite is 
characteristic of most Atyidae, and it can be traced, though much reduced, 
in SysteMaspis and, no doubt, in other Hoplophoridae. So far as I am aware, 
it has not been seen in any Caridea outside the Hoplophoroida. There seems 
to be no character of the adult Rhyncliocmetes which would exclude it from 
the Hoplophoroida except- the absence of exopods from the legs. This is a 
character of very doubtful significance. Their absence in Campylonotuis has 
not prevented its inclusion with the Hoplophoroida, and exopods are by no 
means universal among the Atyidae. 

The larva contributes additional evidence for the placing of RhynchocinHei s- 
among the Hoplophoroida. As Burkenroad has pointed out, the presence 1 
of an exopod on tin 1 maxillule is a very primitive feature, since such an exopod 
is only known, among Caridea, in Xiphocari s 1 and ('aridina. As Miss Lebour 
has show n that the larva of Acanthephyra does not have this exopod, it is clear 
that the larva which 1 have described as Acanthephyra (i) (1924 c, p. 10S, fig. 37), 
which has an exopod. does not belong to this genus. There 1 can be little doubt 
that it is actually Rhynchocinetes. 

A very remarkable feature of the development of Rhynchocimtes is the appear¬ 
ance of a rudimentary exopod on leg 5. Although this exopod disappears again 
before the close of larval life, it is unmistakable proof that the genus has been 
derived from the Hoplophorid group in which alone leg 5 has, either in larva 
or adult, retained an exopod. 

Although a labral spine has only been seen in a single specimen, it is fair to 
draw attention to the fact that this spine, w hich is characteristic of the Penaeidea, 
is only known to occur in $yStellas pis among Caridea. 

The form of the telson, with its distal prominence, recalls that of certain 
species of the larval genus Caricyphus which Couti&re (1905 d, p. 25) has claimed 
to be primitive. As the parentage of these larvae is not yet certain this point 
has not much weight. 

Lastly, the appearance of the mandibular palp before the close of larval life 
(in stage 10) may be regarded as a point of resemblance to Hoplophoridae. 
As Miss Lebour has shown, this palp does not appear as early as Coutiere supposed; 



124 


DR. R. GURNEY AND DR. MARIE Y. LEBOUR ON THE 


but it is most unusual for it to appear at all during larval life in Caridea other 
than Hoplophorids. 

The comparative rarity of early larval stages and the abundance of late 
ones seems to show that the early stages may be passed through rapidly and that 
a prolonged period of planktonic life ensues during which growth without 
much structural change takes place. It has been possible to distinguish ten 
4 4 stages ” during which a size of about 7 mm. is reached, and at this point 
transformation to post-larval may take place ; but the size may be doubled 
without this transformation. Miss Lebour finds in Acanthephyra that there 
may be a number of stages between the seventh of 7 mm. and the final stage 
of 12 mm. at which she obtained a moult to post-larval, and the evidence from 
the very large larvae of unknown parentage taken by the Discovery shows that 
a prolonged period of larval life is characteristic of oceanic Caridea. In some 
cases it may, apparently, be continued even up to sexual maturity, since I have 
seen larvae with rudimentary male appendix on pleopod 2. In spite of the 
littoral habitat of the adult, Rhynchocinetes has a larva which may be said to 
be of oceanic type, which is consistent with the postulate that the genus is 
derived from a Hoplophorid stem. 
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4. Eretmocaris dolichops and a new closely related species. 

By Marie V. Lebour. 

Gurney (1937 b) regards the larval genus Eretmocaris of Bate as a composite 
one, and among the larvae described selects two (A VI and A VII) which stand 
apart from the others in several characters. He identifies A VI with Ortmann’s 
Eretmocaris dolichops (1893, p. 79, pi. v). Neither in Ortmann’s specimen 
nor Gurney’s were the legs beyond the second pair present. This larva is 
fairly common in Bermuda in the outside waters and moults were obtained 
in which the legs were in perfect condition, and some of these were slightly 
older than any known before. The moults, however, hardly differed from one 
another, and in no case was a post-larva obtained. Dr. Gurney also had moults 
without change. Besides E. doUchops one specimen only was found of a new 
form (X) with jointed eye-stalks, evidently closely related, but having large 
paddles on legs 3-5. Moults were also obtained from this larva, but with very 
little difference in form, and again no post-larva. 
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Eretmocaris dolichops Ortmann. (Fig. 11, a-d.) 

Gurney (p. 372 describes and figures one specimen, 11-6 mm. in length. 
The largest from Bermuda, from a moult, measured 13 mm. It agrees with 
his description, but is slightly further advanced, the antennular and antennal 
flagella reaching beyond the eye, and the tel son ending in eight instead of ten 
spines (in a younger stage there are ten). The mouth-parts are similar and 
legs 1 and 2, although these legs are slightly longer. Gurney surmises that 
leg 4 has an exopod and leg 5 has none, and is not enlarged, which proves to be 
correct. The mandible is undivided, but is slightly twisted, and has the cutting 
and grinding parts distinct with long and sharp teeth in between. Legs 3-5 
are very long, as long as the body without the teison, and of almost equal length. 
The propodus is long and swollen, although not paddle-shaped, and the dactyl 
small and simple. Then* are very long exopods with numerous setae on logs 

1- 4 and opipods beginning to be formed, conspicuous pleurobranchs, but no 
arthrobranchs. There is an appendix interna on the pleopods. The carapace 
has deep grooves dorsally. The teison is straight terminally with eight spines, 
the outer pair being much the largest, and there are no lateral spines. A younger 
specimen had the end of the teison slightly convex with ten spines. In none of 
the specimens was there a small spine outside the largest pair. The pleopods 
are setose. 

Colour .—The larvae were very transparent, having a patch of red with yellow 
behind it in the centre of the thorax, red lines anteriorly on abdominal somites 

2- 4, and a pinkish patch between somites 3 and 4. The propods of legs 3-5 
are deep red, the colour formed from many chromatophores. 

Eretmocakis X. (Fig. 11, r~h.) 

This specimen also measured 13 mm. in length when captured a few miles 
off Bermuda, 300 metres depth. The eve-stalks are jointed and very long, 
the antennular and antennal flagella reaching well beyond them. The antennular 
peduncle has three segments, but otherwise the antennule and antenna arc 
similar to E. dolichops , as are also the mandible, maxillule, maxilla, and first 
and second maxillipedes. The third maxillipede, however, differs in being 
armed on its distal half with very long hairs. The rostrum and dorsal organ 
are similar to E. dolichops , there are deep grooves on the carapace of a 
different pattern and antero-ventrally there arc three teeth. There are no 
supra-orbital spines. Legs 1 and 2 are similar to E. dolichops but longer, the 
propodus of 1 being longer than that of 2. The second leg reaches beyond the 
antennal seale. Legs 3-5 are long, nearly as long as the body, and an* of nearly 
equal length, and end in broad paddles with marginal spines, the isehium and 
merus are separate. The dactyl is very small. They are armed with very 
long hairs. Legs 1-4 have long exopods with numerous setae, the oxopod of the 
third maxillipede being short. The pleopods are setose. The teison is straight 
terminally and is armed with eight spines, the outer one much the lougest. 
There are no lateral spines and no small spines outside the large pair. The 



DR. R. GURNEY AND DR. MARIE V. LEBOUR ON THE 



^*G. 11.— ar-d, Eretmocaris dolichopn. a, larva 13 mm. long; 6, carapace; c, telson; 

d t telaon of younger stage. &~k, Eretmocaris, X. e, larva 13 mm* long; /, 
telson; g , carapace of later stage; h, telaon of same. 
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abdominal somites are rounded as in E. dolichops. Epipods are beginning to 
be formed on legs 1-4. This specimen moulted four times, and then died when 
still in the larval stage. The moults were very similar, but showed still longer 
legs, and the carapace in the last moult/ had lost the antero-ventral teeth and 
had an antennal and a pterygostoinial spine. The telson now ends in six 
spines, the outer pair being situated higher up than the other and the inter¬ 
mediate pair slightly more dorsal than the- inner pair. In the cast skins the 
mouth-parts were similar to those of E. dolichops. 

Colour .—The larva is very transparent, with red on the (‘yes and just behind 
the cornea, a large red patch dorsally in the centre of the carapace and at the 
end of the sixth abdominal somite running on to the telson. 'There are two 
broad red bands on the paddles of logs 3-5. 

The following dates show the moults :—4.6.39, 10.6.39, 15.6.39,25.6.39. 
Dr. Wheeler, Director of the Bermuda Biological Station, kindlj r cared for this 
specimen after the first three moults until it died. 

These two species are obviously closely related, species X being slightly 
more advanced than the last stage known in E. dolichops. The fact that they 
still retain the larval mouth-parts, and that probably the rostrum is not of the 
adult form seem to indicate that they have not yet reached the end of their 
larval state, and that the post-larval stage* aa ill not. be* attained be*fore more 
moults have taken place. 'They are obviously eie'ep-water larvae, being taken 
from 100 to 300 metres and more. No very young stages have ever been seen. 

One cannot place these* larvae with any ee*rtainty, but the adult must be a 
deep-water form with long legs. It is certain that the* two species are closely 
related, having the following important points in common :— 

They have very long e*ye-stalks with a joint. 

There are no supra-orbital spines. 

The legs are very long, the* third to the* fifth legs being of about equal length 
and the fifth not enlarged. 

Epipods are present on legs 1-4. 

Legs 3-5 have the propodus enlarged. 

The telson has no lateral spines, is straight terminally (except in the* latest 
stage of X, where the end is narrow ed), and ends in eight or six spines, the outer¬ 
most pair being much the largest, and having no small spines just outside 
which are present in all the Eretmocaris-Lysmata group. 

On the other hand, they agree with the late stages in the Eretmomris-Ly&mata 
group as described by (Turney in the* form of legs 1 and 2, in having long and 
powerful exopods on legs 1—4 and in the mouth-parts, in the tendency to enlarge 
the propodus of legs 3-5 (in the Eretmocaris-Lysmata group it is usually only 
leg 5 ,but in Species AIV all three are enlarged), and in the distinct and compli- 
oated grooves on the carapace. A IV comes specially close to these two larvae, 
but has the fifth leg enlarged and much longer than 3 and 4, The paddles on 
legs 4 and 5 and enlarged propodus on 3 show a very strong resemblance. 

Gurney (1937 h) is of the opinion that the differences exclude Ereimocark 
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dolichops from tbe Erelmocaris-Ly&mata group, and with it his A VII (here 
left out of the discussion), and suggests, as Coutiere (1907) did previously for 
the genus Eretmocaris Bate, that it might belong to the Pandalidae. The 
presence in X of paddles on the three last legs brings the two species into a 
nearer relationship with the Eretmocaris-Lysmaia group, and it seems that 
whatever family they represent there must be some affinity. The known 
larvae of the Pandalidae come very close in many ways to the Hippolytidae. 
The larvae of Parapandalus richardii have recently been described, and it has 
been suggested (Lebour, 1939) that figs. 45 and 46 of Gurney (1924) may belong 
to Plesionika, as they resemble in many ways those of Parapandalus but possess 
epipods. This is, however, by no means proved, and it may be that in Plesionika 
we have the adult of these Eretmocaris species. There is also the possibility 
that they may belong to Nemaiocarcinus , which comes between the Hoplophorids 
and Pandalids, and appears to be closely related to Pandalus. Kemp (1907 
and 1910) has, however, suggested that larvae allied to Caricyphus may be the 
young of this genus. Another solution is that they may belong to still un¬ 
described adults. The fauna of the deep waters of the Atlantic is by no means 
fully known, and new forms are continually being described. Especially do the 
various decapod larvae recently discovered show that there must be many more 
adults to be found, probably living in habitats difficult of access. 


5. The Genus Procletes Bate. By Robert Gurney. 

Bate's genus Procletes , which was founded* as a member of the heterogeneous 
family Hectarthropidae, contained only one species, P. biangulatus , from the 
neighbourhood of the Aru Islands, though another was referred to as P. ellioti 
but not described. 

Ortmann’s Atlantocaris gigas has been referred to Procletes by Coutiere and 
by Lenz and Strunek, but it is quite uncertain if A. longirostris Ortmann is 
really congeneric. Lenz and Strunek described a new species, P. atlanticus , 
but this is really a synonym of A. gigas . There are therefore only two species 
of larva belonging to the genus Procletes. 

The Discovery material includes three specimens of P. gigas , and I have also 
two specimens of P. biangulatus from the Great Barrier Reef. As these larvae 
are of exceptional interest, and the structure of their appendages has not been 
adequately recorded, I give a redescription here. 


Procletes biangulatus Bate. (Fig. 12, a-h.) 

Bate. 1888. Challenger Report, p. 884, pi. 127. Aru Islands. 

Lens and Strunek. 1914. Siidpolar Exp. p. 335. Straits of Macassar. 

Great Barrier Reef, Station 50, Papuan Pass. Two specimens. 
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Fig. 12. ©-fit. Procletes biamjulaius : o, Procletes biangulatus, 8*8 ram.; b, telson; c, 
mandible, about to moult; d, maxillule ; e, maxilla ; /, maxillipede 1; g, maxil- 
lipede 2 ; K part of leg 1. j-u. Procletes gigas : ond of telaon ; h peduncle 
of antennule ; /, antennal scale ; w* mandible ; n, maxillipede 1 ; o, maxilli¬ 
pede 2 ; p, end of leg 2 ; g, end of leg 1; r-4*, specimen of 1115 mm.; s, anten¬ 
nule ; t, palp of maxillule ; w, maxilla. 
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Length : Rostrum . 

4 

3 

Rest of body .... 

7-25 

5-8 

Total . 

.. . 11-25 

8*8 


(Smaller specimen.) Rostrum with sixteen dorsal teeth, of which three on 
carapace, and ten ventral. Carapace with very small dorsal papilla behind 
first dorsal spine, and large posterior papilla ; supraorbital and branchiostegal 
spines very large ; ventral margin with three strong teeth ; a small lateral 
ridge extends about half-way across the carapace from the posterior margin. 
Abdominal somite 1 with dorso-lateral process (not shown in figure) which, 
in the older specimen, overlaps the edge of the carapace. Somite 2 with 
forwardly directed dorsal spine ; somite 3 with dorsal ridge produced in front 
and behind into a strong spine ; somites 4 and 5 with posterior dorsal spine ; 
pleura rounded, but somite 6 with pointed lateral process. Telson long and 
narrow', the greatest width about one-fifth the length, with three pairs of small 
lateral or dorsal spines : posterior margin with (5+0 spines, spine 2 large and 
divergent. Anal spine present. 

Antennule with large ventral spine and rudiment of styloeerite ; flagella short. 
Endopod of antenna about two-thirds length of scale, which is narrow, with 
outer apical spine but no outer marginal spines. 

Mandible without palp ; with three large movable spines on incisor part. 
Palp of maxillule unsegmented, with five setae. Maxilla, endopod unsegmented, 
with two small inner lobes ; lacinia well marked ; exopod very large in front, 
posterior lobe narrow', with one seta much larger than the rest. 

Maxillipede 1, endopod of three segments, short; opipod large, bilobed ; 
exopod with two outer basal setae. Maxillipede 2, endopod of four segments ; 
exopod with four setae only. Maxillipede 3, exopod with ten setae. 

Legs 1-4 with long exopods ; legs 1 and 2 without trace of chelae. Pieopods 
absent; uropods large, exopod with very small outer apical spine. 

The larger specimen has the flagella of the antennule a little more developed 
and has small pieopods, but is otherwise the same. 


Prooletes gigas (Ortmann). Fig. 12, j~v ; Fig. 13, a . 

Ortmann. 1893. Plankton Exp. p. 80, Taf. v. 

Lena and Strunck. 1914. Sudpolar Exp. p. 334, Taf. xxn. Ascension. 3000 in. 
[Proclete# atlanticus, sp. n.) 


Discovery station 281. 00 46' S, 5° 49' E., 850-950 m. 1 sp. 

699. 12° 21' N., 30° 07' W., 370 m., 1 sp. 
701. 14° 39' N., 25° 51' W., 242 m., 1 sp. 
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Specimen front station 281. 

mm. 

Length : Rostrum . 14 

Rest of body. 25*7 

Total . 39*7 


Rostrum with eighteen dorsal teeth, of which four are on the carapace; eleven 
ventral teeth. Carapace with small posterior papilla or spine and large supra¬ 
orbital spine ; there are three well-marked carinae, the two ventral ending in 
front in a large marginal spine ; the dorsal cariua ends in a large lateral spine, 
but is continued to the supraorbital spine as a less marked line. Ventral 
margin smooth. 

Abdominal somites 2 and 3 with large posterior dorsal spines ; pleura of 
somites 4 and 5 pointed ; somite 6 rather short, with lateral pointed process. 

Telson very long and narrow, with four pairs of dorsal spines and 4 f-4 
terminal spines. Anal spine present. 

Antennule, segment 1 with ventral spine and large styloeerite; segments 2 and 3 
very short ; flagella as long as peduncle, the outer flagellum swollen at base 
and slender distally, not distinctly segmented. Antennal scale narrowing 
distally, with large apical spine and a series of small teeth on outer margin ; 
flagellum reaching beyond rostrum. 

Mandible without palp, without large movable spines on incisor part. 
Maxillule, lacinia 1 rather pointed and turned inwards : endopod unsegmented, 
with six setae. Maxilla with lacinia 2 fairly well developed; endopod 
unsegmented. 

Maxillipede 1 with large bilobed epipod ; coxa large ; endopod of four 
segments ; exopod expanded at base, with many setae. Maxillipede 2, endopod 
very stout, of five segments ; podobranch and epipod present. Maxillipede 3 
with two arthrobranchs and a small epipod. Legs 1-4 with long exopods 
bearing many setae ; leg 1 without trace of chela. Leg 2 with rudimentary 
chela. Small epipods present on legs 1-3, and an arthrobranch on legs 1-4. 

Pleopods large, setose. Pleopod 2 endopod with appendix interna, but no 
appendix masculina. 

S'pecimenA from, stations 699, 701. 

mm. 

Length : Rostrum . 3*3 

Rest of body. 7*5 


mm. 

3-65 

7-5 


Total 

__ t 14 19 

Rostral teeth-—. 

7 9 


10*8 


11*15 
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Carapace with large supraorbital and small pterygostomial spines ; posterior 
dorsal papilla large; ventral margin smooth ; a conspicuous lateral spine 
present in the course of an ill-defined lateral carina. In one of the two specimens 
a ventral carina is faintly marked. 

Abdominal somites 2 and 3 with large dorsal spines ; pleura of somites 
3, 4 and 5 pointed ; somite 6 three times as long as deep, with lateral pointed 
process. Anal spine large. Telson with two pairs of lateral and 5+5 terminal 
spines, spines 2 and 4 the largest. 

Antennule with large ventral spine and small stylocerite ; flagella small, 
unsegmented. Antenna, scale narrowing distally, with apical spine and outer 
marginal teeth ; flagellum broken. Mandible without palp. Maxillule, endopod 
unsegmented, with five setae. Maxilla with four well-marked inner lobes ; 
endopod unsegmented, with two small inner lobes ; exopod large, rather 
narrow proximally. 

Maxillipede 1, exopod expanded at base and with six outer basal setae, six 
distal. Legs 1-4 with long exopods with 9-11 setae. No epipods nor arthro- 
branchs present. Legs 1 and 2 without trace of chelae. Pleopods present, 
small. 

These two specimens agree so closely in their main characters with P. gigas 
that there can be little doubt they belong to that species ; but they are very 
much less developed in respect of the antennules and pleopods, and in the 
absence of well-defined carinae on the carapace. The much longer last 

abdominal somite is a larval feature. 

# * 

Systematic position of Prodetes. 

Ortmann suggested that Attantocaris might be the larva of an Acanthephyrid, 
but recognized that the absence of an exopod from leg 5 was not consistent with 
such an identification. Coutiere (1907) regarded Prodetes and Atlantocaris 
as very close to Thalassocaris , if not actually belonging to that genus. Lenz 
and Strunck accepted Couti&re’s suggestion as probable, but thought it possible 
that the larval species described may not all belong to Thalassocaris . “ Viel- 

leicht kommen auch noch andere Genera, wie z. B. Acanthephyra , in Betracht.” 

The two species, P. biangulcdus and A . gigas , may be accepted as belonging 
to the same genus, or to two very closely allied genera ; but A . longirostris 
must be left out of consideration until it is better known. 

The absence of an exopod from leg 5 is sufficient reason to make reference 
of these two larvae to Hoplophoridae impossible. This exopod is developed 
in such Hoplophorid larvae as are known, and there is no justification for 
believing that it could appear in the adult if absent in the larva. Reference 
to Thalassocaris has to meet the difficulty of the small size of the species of thfa 
genus, and the fact that they do not have carinae on the carapace., These 
carinae, which are so conspicuous in P. gigas, are not found in the younger 
stages, and are evidently adult rather than larval characters. According to 
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Kemp (1923) there are only two species of Thalassocaris certainly known, 
T. lucida (Dana) and T. crinita (Dana), which are very much alike and both 
small (about 20 mm.). As I have a specimen of the first post-larval stage of 
T. lucida I give below some description of it for comparison with Procletes . 

If Thalassocaris is excluded the only other genus which can be considered 
is Heterocarpus , and I am convinced that these two larvae may be referred to 
that genus, and that P. gigas is actually the larva of H. ensifer A. Milne-Edwards. 

In the first place this is a deep-water genus whose larvae may be expected 
in oceanic plankton, and the species may be large or very large. Within the 
genus the carapace may have as many as three lateral carinae, or one or more 
of them may be absent. In the majority of species there are two, and in 
H. ensifer alone are all three well developed, the dorsal ridge not extending 
across the whole length of the* carapace. 

Smith (1882, p. 63) described a species, Pandalus carinatus , of 48 mm. which 
is regarded by Faxon and others as a young form of H. ensifer , and in this 
specimen the dorsal ridge continues forwards to the orbit as a faint line, and has 
a lateral tooth standing at the anterior end of the ridge itself. The resemblance 
to P. gigas is exact, and the identity of the species can hardly be doubted. 
Smith’s specimen has all the characters of the adult and has lost all trace of 
exopods, although it is much smaller than Or tin aim’s specimen of P. gigas. 
On the other hand, the size of the Discovery specimen is quite small enough 
to fit in with the carinatus -stage in which the lateral spine on the carapace is 
the only remaining larval character. It is probably not unusual among the 
larvae of the oceanic Caridea for larval life to be continued until the approach 
or onset of sexual maturity so that transformation, when it comes, is direct 
to the adult form, without intermediate post-larval stages. The evidence 
for such an assumption is the presence in some of the Caridean larvae in the 
Discovery material of an appendix masculina on pleopod 2. If this is so, the 
great size to which some of these larvae attain would present no difficulty 
unless it actually exceeded the maximum size of the presumed parent. 

No suggestion can be made as to the exact position of P. biangulatus. In 
general form and structure of appendages it agrees closely with P. gigas, 
and it may provisionally be accepted as belonging to Heterocarpus also, but 
there are a number of differences—for example the form of the antennal scale— 
which make such an assumption rather uncertain. Specimens at a more 
advanced stage may provide better means of identification. 

Some species, at ail events, of Heterocarpus have small eggs, and consequently 
a series of normal larvae, but it has not been possible to find any younger larvae 
in the Discovery material to fit on to these older ones. 

Thalassocaris danae Bate. Fig. 13, b-h. 

Bate. 1888. Challenger Rep. p. 683. 

Discovery station 1375, 34° 30' S., 26® 19' E, 210 m. 
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mm. 

Length : Rostrum . 4-8 

Rest of body. 8-8 

Total . 13-f) 


Rostrum with eight dorsal and three ventral teeth. Carapace with small 
dorsal papilla behind the last dorsal spine and small supraorbital spine ; anterior 
margin with sharp projecting point below eye ; no branchiostegal nor pterv- 
gostomial spines. 

Abdominal somite 3 with very large posterior dorsal spine ; pleura of somites 
1-5 large, pointed ; somite 6 about twice as long as deep, with pointed posterior 
lateral process. Telson four times as long as wide, with two pairs of lateral 
spines ; apex pointed and bearing a pair of small feathered setae and two pairs 
of stout spines, of which the inner pair is very large. 

Antennule with large pointed stylocerite, without otoeyst ; outer flagellum 
very long, thickened at base. Antennal scale very long and tapering to a point, 
with two teeth on outer margin ; basis with stout curved spine. 

Mandibular palp present, unsegmented, and without setae. Maxillule, proxi¬ 
mal endite pointed, incurved. Maxilla, proximal endite small, with one very long 
seta ; distal endite bilobed. Maxillipede 1, basis not produced distally ; epipod 
large, bilobed. Maxillipede 2, propod Hexed upon carpus, with dactyl arti¬ 
culated to its narrow end and not upon outer margin ; epipod large, with 
rudimentary podobranch. Maxillipede 3 with small arthrobranch and forked 
epipod ; exopod longer than ischiomerus. Legs 1-4 with vestigial exopods. 
Leg 1 without chela, the dactyl and propod fused. Leg 2 with large chela, 
the dactyl half length of palm, and palm twice as long as wide. Legs 3 and 4 
with three inner spines on merus ; propod with five inner marginal spines, and 
one spine on outer margin. Leg 5 with four spines on merus and on propod. 
Very small epipods on legs 1-3 and an arthrobranch on legs 1-4, as in adult. 

There can be no doubt that this is a young stage of T. lucida (Dana), presum¬ 
ably the first post-larval stage. Bate omits the supraorbital spine from his 
figure, and appears to have seen a long exopod on leg 1. This is probably an 
error, and his stage is the same as this one. 

6. The larvae of some Palaemonidae from Bermuda. 

By Robert Gurney and Marie V. Lebour. 

Of the Palaemonidae of Bermuda the larvae of the following have been 
partially described :— 

Anchistioides antiguensis . Stages 1 and 2. 

Periclimenes americanus . Stages 1 and 5. 

Brachycarpus biunguicukUus .... Stage 1. 

Stages 1 and 5 (?). 


Leander tenuicomis . 

JOURN, UNN, SOC,—ZOOLOGY, VOL. XLI 
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We are now able to give an account of the development from hatching to 
post-larva of B. biunguiculatus , and of the larva and post-larva of three species 
of Pontoniinae which can be identified with reasonable certainty as species 
of the subgenera of Periclimenes , PericlimenaeAis and Periclimenes s. str. We 
have also stages 1 and 2 of a species of Peridimenaevs, the description of which 
by Mr. John Armstrong is in the press. 

There are other forms taken in the plankton which cannot be identified, but 
which point to the presence at Bermuda of several species of Pontoniinae the 
adults of which have not yet been seen. It is remarkable that not one of the 
species of which we have obtained the post-larva can be assigned to a species 
already known there. In spite of the abundance of the adult Anchistioides 
anliguensis no larvae, in any stage, were taken either in the Reach or outside 
even when the adult, was known to be breeding and larvae were actually hatched 
in the laboratory. The habitat of the adult still baffles investigation, and it 
appears that its larval history is equally mysterious. 

Another species of which the larva should have been found is Gnathophylhtm 
americannm. The habitat of the adult is unknown, but a few were taken at 
night in plankton in the Reach, though without eggs. In spite of its many 
peculiar characters the genus is probably allied to the Palaemonidae, and it 
seems possible that its larva may be of the bent and flattened type included 
in the Mesocaris group. 

Our knowledge of the development of the Palaemonidae is now fairly extensive, 
particularly with regard to the Palaemoninae, but there are too many larval 
types which cannot at present be definitely identified. It has been shown 
(Gurney, 1938 b) that there is much variety of type within those larvae which 
are supposed to belong to the Palaemonidae, and it is particularly among the 
Pontoniinae that more examples are required of larvae of known parentage. 
The difficulty is great. Most of the Pontoniinae are tropical, commonly 
associated with coral reefs, and even when the first larva can be hatched no 
great advance is made unless it can be connected with later stages. All that 
we know with certainty of the later stages is the type belonging to Periclimenes 
subgenus Ancylocarie. Since the same type is found in two widely separated 
species, P. caknani and P. wm.ericanus, it may safely be assumed that this form, 
with legs 4 and 5 elongated, and the body not flattened nor bent will provo 
characteristic of all allied species. 

The description given below of Periclimenes longicaudatus shows that the 
larva of Ancybcaris is far from being typical for the whole genusv 

It is possible to make a rough division of the larvae which are supposed to 
belong to the Pontoniinae into two groups, the one which may be called the 
Ancyhcari8 group having the characters given above, and the other with legs 
4 and 5, not, or but little, larger than leg 3, and the body doubly flexed at the 
junction of thorax and abdomen and at somite 3. This group may be called 
the Mesocaris group. It is probably best to define this group no more precisely 
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than this, since the definition already given (Gurney, 1936 d, p. 30) is evidently 
applicable to but few larvae, and we have no means for determining the relation¬ 
ship of those which do not fit it. It is certain that the group includes larvae 
of several genera. We describe below three larvae which can be proved to 
belong to species falling within the definition of the subgenus Peridimenaevs , 
so that we now know representatives of all three subgenera of Peridimene,s. 
There remain, however, other larvae of the same group taken at Bermuda 
which cannot be assigned to a genus since they have not been followed to 
post-larval. 

The grouping of the adult Pontoniinae presents much difficulty. The scheme 
given by Kemp (1922) is accepted as a great advance, and it no doubt approxi¬ 
mates to a final solution ; but the proof of it depends upon whether new dis¬ 
coveries fit naturally into the scheme. This docs not seem to be the case for 
the two Atlantic species ('oralliocaris atlantica Rath bun, and Peridimene s 
portoricensis Schmitt, and there is some evidence (Gurney, 1938 b) that the 
true relationships of Peridimene# diversipen and Harpilius gerlachei are not 
correctly expressed by their present position. It is not certain that the three 
species referred to Periditnermeus are really more closely related to Peridimene# 
than to Coralliocaris for example. 

It seems likely that the larvae when known will greatly assist in the establish¬ 
ment of a final classification, but the* process of identifying them is difficult and 
prolonged. In the meantime it may contribute to advance if those types 
which can be recognized as distinct can be described and figured, since at least 
it may be possible to frame a classification of the larvae which can eventually 
be compared with that of the adults. 

The nomenclature of the spines on the carapace in both larvae and adult 
seems to require clarifying. Further consideration shows that the remarks 
on this subject by Gurney (1938 6, p. 3) do not correctly state the position. 

In the adult the carapace bears, in addition to the supraorbital spine which 
may or may not be present, not more than two spines. It is commonly agreed 
that the spine which is generally present below the orbit is the antennal, and 
the other is called branchiostegal when it is at or near the anterior margin of the 
carapace, and hepatic when it is removed farther backwards, often to a line 
just behind and below the antennal. When there is a branchiostegal spine 
there is no hepatic, and vice versa. It is clear that the two spines are homo¬ 
logous, and differ only in position. 

There is an apparent exception in the case of Coutierea. In this genus there 
is a very large antennal spine, and behind and above it is another spine which 
is ‘ postorbital 9 rather than hepatic. There is also a tooth, or spine-like 
process, on the carapace margin which is regarded as pterygostomial. The 
interpretation of these three spines is most doubtful, but it would seem most 
probable that the * pterygostomial 5 is not a spine in the usual sense, but rather 
a notch in the margin without homology to a spine. 


10 * 
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In the Hippolytidae there are again only two spines in addition to the supra* 
orbital, and the position of the ventral spine varies very much. In Hippo* 
lysmata, for instance, there is a ‘ branchiostegal ’ at the anterior angle of the 
carapace, but in Hippolyte ventricosus it is removed backwards and higher up, 
while in H. commensaMs it occupies the position of an hepatic spine, though 
it is called by Kemp (1925, p. 332) the branchiostegal. 

In the larvae of the Palaemoninae the carapace may at first have an anterior 
point which has been called the pterygostomial spine. Later this point beoomes 
a well-defined spine and moves upwards, while a second spine appears either 
below it (Leander) or behind it (Brachycarpus). We consider that the first 
spine to appear becomes eventually the antennal and the second either the 
branchiostegal or the hepatic spine. It is difficult to avoid ambiguity in 
descriptions, since it would seem odd to describe a spine in the pterygostomial 
position as antennal, though that is what it finally becomes. 

While what has been said applies equally to the adult Pontoniid as to the 
Palaemonid, it is not so with the larva of the former. In Meaocaris, for example, 
there is a spine at the anterior angle of the carapace which corresponds to the 
pterygostomial of the Palaemoninae, but there is at the same time a spine above 
it which cannot be called anything but an antennal spine. In this case the 
antennal cannot derive from the pterygostomial. Either this early antennal 
is not the same as the adult antennal, or we must suppose that the pterygosto¬ 
mial has already moved upwards, and that the spine at the angle is really not 
pterygostomial, but the homologue of the branchiostegal-hepatic. 

It is impossible to adopt a consistent nomenclature for the spines of the larva, 
and we are forced to refer to them by names which indicate their position at 
the moment rather than the names which describe their homology or final 
position. 


Palaemoninae. 

Braghyoarpus biunguiculatus (Lucas). (Figs. 14, 15.) 

Stage 1 of this species has already been described (Gurney, 1938 6, p. 8) from 
specimens hatched in the Bermuda Biological Station, and ail the later stages 
have now been obtained from the plankton, proving that the larval species 
Betrocari8 apinosa Ortmann (Palaemonid D.I., Gurney) is the final larva of 
Brachy carpus. The complete proof was afforded by the moulting of the larva 
into a post-larva which could be identified as B. biunguiculatus. 

Stage 1 was again obtained by hatching in the laboratory, and a few larvae 
moulted to stage 2. Of the succeeding stages, taken in plankton, there are not 
many specimens. The differences both in size and structure between the 
stages which follow stage 3 are very small, and it may be that all of them are 
not necessarily passed through by each individual In two cases only was the 
succession of stages proved by moult, 
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Stage 1. The abdomen is colourless except for a small red chromatophore 
in somite 3, but the thorax is bright red in the gastric region, and there are 
red chromatophores in and above the eye. 

The structure has already been described. 


Stage 2. Length 2*37 mm. (Fig. 14 a.) 

The carapace has one median tooth at the base of the rostrum and a large 
supraorbital spine ; the anterior angle is sharply pointed. The abdomen is 
unchanged except that there is a minute posterior tooth on the pleura of somite o. 
The telson has 8 (-8 spines, the middle pair very minute. The antennule has 
a peduncle of two segments. The antenna is unchanged. The appendages 
are the same, except that legs 1 and 2 are developed. The exopods have six 
setae, but the posterior seta of the proximal pair is very small and may even 
be absent. 


Stage 3. Length 2-75 mm. Fig. 14 b. 

The carapace has two dorsal teeth. Abdominal somite 3 has a procurved 
dorsal spine, and the lateral spines of somite f> are larger. The telson is separ¬ 
ated from somite 0 and has S-f-H spines, of which one is on the outer margin. 
The endopod of the antennule appears as a small bud. The antennal scale is 
constricted at the end beyond the single outer seta, and has traces of three distal 
segments ; the endopod is a straight rod nearly equal to the scale, with the 
basal segment separated, and four small distal setae. Legs 1 and 2 are developed 
as in stage 2, and there are rudiments of legs 3 and 4. The uropods are developed, 
the branches not jointed, and the endopod without setae. 

As in stages 1 and 2 the colour is almost confined to the gastric region. 

With this stage the * Retrooaris ’ form is first assumed. This stage has 
already been figured from the neighbourhood of Rio de Janeiro (Gurney, 1924 c, 
p. 120). 


Stage 4. Length 3 mm. (Fig. 14, c-g.) 

The rostrum is longer than the eyes and has one basal tooth. There are 
two dorsal teeth on the carapace, a large supraorbital and a pterygostomial 
spine. The telson is widest at the end, its length 2-2 times its greatest width ; 
spines 1 and 2 are on the outer margin near the end. There is no anal spine. 
The antennal scale is fully formed, and unsegmented ; the endopod is a little 
longer than the soale, with two long distal segments and three short proximal 
segments, of which the first is actually a part of the basis ; the basis has no 
spine. 

The maxillule is unchanged. The maxilla is the same, but the exopod has 
nine setae, and the pro xi mal lobe of it is not produced and bears one apical seta. 
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Maxillipede 1 has an endopod of three segments, the basis large, not produced, 
and with few setae. Maxillipede 2 has a single small seta on the basis, and short, 
stout, endopod of three segments. 

Legs 1-5 are developed, leg 4 with exopod with six setae*. Legs 1-4 are alike, 
legs 1 and 2 without trace of chelae ; the basis and ischium each have a strong 
inner spine. Leg 5 is much larger than the others, without posterior spine 
on the basis. The propod has one strong inner seta, and the dactyl is small, 
with a single terminal spine and a small outer seta. There are no pleopods. 


Stage 5. Length 3*62 mm., moulted from stage 4. (Fig. 14, h-j.) 

The carapace and rostrum are as in stage 4. The telson is unchanged, though 
a trifle narrower. There is a very small anal spine. 

The antenna is the same, but the flagellum is longer. Leg 5 is very large, 
the propod with four strong spines and strongly pigmented with orange-red. 
The dactyl has a long inner spine. The coxa has a posterior spine, but the 
ischioinerus has no spines. There arc no gills and no pleopods. 

At this moult there is very little change, but leg 5 has assumed the form and 
arming characteristic of the fully formed Retrocaris larva, and makes it possible 
to link up the latter with the early stages with certainty. 

A larva of a similar stage, but larger (5-6 mm.), from South Georgia has been 
described by Coutiere (1907 a) as Retrocaris antarcticus, This larva lacks the 
lateral spines on somite 5 and cannot therefore be referred without doubt to 
B. biunguiculatus. 

Stage 6. Moulted skin only. (Fig. 15, a-c.) 

The pterygostomial spine has now moved a little upwards towards its final 
position as the antennal spine, and the hepatic spine has appeared behind it, 
but the carapace and rostrum are otherwise the same. The abdominal pleura 
1-5 are rounded. The telson is five times as long as wide, with greatest width 
in front. It has two pairs of lateral and 6+6 terminal spines. 

Segment 1 of the antennule has a small ventral spine and rudiment of the 
stylocerite ; the endopod is slender and unsegmented. The basis of the 
antenna has a spine, and the flagellum is twice as long as the scale (2 mm. long), 
segmented throughout. 

The exopod of the maxilla is large, fringed with setae. The maxillipedes and 
legs 1-4 are unchanged. Leg 5 has a row of spines on the outer margin of the 
ischiomerus, and one spine on the carpus. The uropods are large, with numerous 
setae, the endopod having a number of sensory setae on the dorsal surface. 

Stage 7. Moulted from stage 6. Length 6-4 mm. (Fig. 15, d.) 

Carapace as before, but the rostrum has a small unserrated tooth midway 
between the end the first large serrated tooth. The pleura of somites 1 and 2 
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have small points, that of somite 3 being rounded or with very minute posterior 
point. The dorsal spine of somite 3 is long and sharply pointed. The telson 
is unchanged. 

The flagellum of the antenna is differentiated into a peduncle of three short 
diagonally jointed segments and one long one, and a flagellum of 2*3 mm. 
Legs 1 and 2 are not chelate. Leg 5 has a large ooxal spine, and two spines on 
the carpus. 

A small rudiment of a pleopod was seen on somite 2 only in this single specimen. 


Stage 8. Length 7*8 mm. (Fig. 15, e.) 

The rostrum has one large and three small dorsal teeth, and one small ventral 
tooth. The telson is unchanged, except that the posterior margin is more 
convex. 

Maxillipede 1 has a basal expansion of the exopod with six setae. Legs 
1 and 2 have no chelae. Very small pleopods are traceable on somites 1-4. 
This stage has already been figured (Gurney, 1938 6, figs. 50-52). 


Stage 9. Length 9*7 mm. (Fig. 15,/, g.) 

The rostrum has five dorsal teeth, nearly equal, and two ventral teeth. The 
exopod of the antennule has a first rudiment of the accessory flagellum, and 
legs 1 and 2 have rudimentary chelae. The pleopods are larger, with small rudi¬ 
ments of endopods, and setae on the exopods of 1-4, the largest being 1 and 2. 


Stage 10. Length 11-8 mm. 

The antennule is the same. The chelae of legs 1 and 2 are more developed, 
and the pleopods are larger, pleopod 5 being now jointed and with setose exopod. 


Stage 11. Length 15*8 mm. 

This is the last larval stage, which has already been described (Gurney, 1938 6, 
figs. 39-49). 

A specimen of this stage was taken on 11 July 1938, and moulted to post- 
larval on 16 July. It was not measured or closely examined when alive, but 
appeared to be colourless. The oast skin showed all the characters of the form 
already described. The only additional point to be noted is that the dorsal 
margin of abdominal somite 1 is minutely orenulated, as is also the posterior 
dorsal margin of somite 5. 


PosUlarval stage 1. Length 18 mm. (Fig 15, 

The anim a l was quite colourless except for the large, intensely blade, eyes. 
The rostrum is straight, extending nearly to the end of the antennal scale, 
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Fn. I#. Braokyearpu* biunguiouUUua. a- c. Stage 6. a, carapace ; 6, tabo n i e . an^ua 
d S ta ge 7. m axilla ; e. Stage 8, m a xil la (setae of exopod omitted) 
fig, stage 0. f, antennule ; g, teUon j A-m, post-larva.1} ft, post-larval stage 1 
3 , tebon; k, leg 1; l, mandible; m, antennule. 
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with three ventral and five dorsal teeth. The carapace has two dorsal teeth 
and hepatic and antennal spines. 

Abdominal somite 3 has a dorsal ridge which is the vestige of the larval crest. 
The pleura of somites 4 and 5 are pointed. The telson has two pairs of lateral 
spines, a small apical point, and two pairs of apical spines together with three 
pairs of feathered setae. It appears that all but one of the larval spines are 
represented. 

The antennulc is fully formed, with stylocerite and statocyst, but the free 
sensory part of the outer flagellum is very short, and of two segments only, 
the basal part having four segments. In an adult female from Bermuda there 
are eighteen segments in the basal part, and the free sensory flagellum is nearly 
as long as the basal part. 

The mandible has a small unsegmented palp. The mouth-parts arc as in 
the adult. MaxilJipede 2 has a small rudiment of a podobranch. Maxillipede 3 
has an epipod and two small arthrobranchs. 

Legs 1-4 retain vestiges of the exopods, that of leg 1 with setae. In leg 2 
the fingers of the chela are straight, with simple smooth edging membrane . 
In an adult female the fingers are curved, with a similar membrane There 
are, in this adult specimen, four very indistinct protuberances near the base 
of the dactyl, and two on the fixed finger, but these can hardly be described 
as ‘ well developed teeth ’ such as Kemp found (1925, p. 313). Legs 1-3 have 
the dactyl bifurcate as in the adult. The sex cannot be determined, but there 
is no appendix masculina on ploopod 2. 

The following measurements show the changes which take place in legs 
1 and 2 :— 

Leg 1. Leg 2. 



(lact. 

palm. 

carpus. 

dact. 

palm. 

carpus. 

Last larva 

100 

53 

74 

100 

78 

52 

Post-larval 1 

100 

86 

168 

100 

107 

72 

Adult female ... 

100 

100 

233 

100 

114 

71 


The proportion of dactyl to palm and carpus is very much greater in the 
larva than in the adult, as it is in Palaemoyietes varians (Gurney, 1924 a, p. 323) 
and Leander hmgirostris (Gurney, 1924 6, p. 973), but the difference is by 
no means so great in Brachycarpus as it is in the other species, and in the first 
post-larval stage the proportions of the adult are already established in leg 2, 
whereas they are not reached until near maturity in P. varians . The excessive 
size of the dactyl in the last larva is somewhat remarkable, since it is quite 
short, as in the other legs, before the chela is formed. The transitional stage 
of the last larva cannot be regarded as a larval character at all, and it might 
be suggested that we see here a case of recapitulation pointing to an ancestral 
form in which the legs were more heavily built, and with much longer dactyls, 
than those of present day Palaemonids. The relative shortness of the carpus 
in leg 2 of the adult is a case of the retention of a larval character. 
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Remarks. —This series of stages is of rather special interest in that it leads 
up to one of those large larvae of the high seas which Coutiere believed to be 
abnormal. There is evidently a long period of larval life, and it is possible 
that the number of stages is really indefinite. In European species of Leander , 
e.g., L. serratus, which as adults grow fully as large as B. biunguiculatus , the 
last larva measures 8-10 mm. at most, and the post-larva very little more, 
so that the last larva and post-larva of B. biunguiculatus are nearly double 
the size. The fact that one of these very large larvae has been proved to trans¬ 
form to a perfectly normal post-larval stage does not exclude the possibility 
that this transformation may take place also at smaller sizes, since the larva is 
almost fully formed at about 8 nun. The prolonged larval life may explain 
the wide distribution of the adult, from the Mediterranean to the West Indies 
and, possibly, the Red Sea. The larva has been taken as far south as 24° 40' S., 
and even near South Georgia, if Uetrocaris antarcticus belongs to this species, 
and the adult will no doubt be found to extend farther south than present 
records show. It is, in Bermuda, a nocturnal littoral species which can easily 
escape notice ; indeed, since its capture by the Challenger expedition it was not 
seen at Bermuda again until 1936, when it was found to be common in certain 
places. 

The identity of R . conlraria Ortmann remains uncertain. It was recorded 
by Ortmann from the Brazilian coast, and specimens have been taken by the 
Discovery in much the same region, so that it may be expected to belong to a 
South American species of Palaemon or to an unknown species of Braehy- 
carpus. 

Menon (1938) has recently described the first two stages of Palaemon rudis 
and P. lar from Madras. These are almost indistinguishable from similar 
stages of Brachycarpus, and prove that a normal series of free-swimming larvae 
may be found in the genus Palaemon. The later form of the larvae is unknown. 


Leander tenuicornis (Say). 

Palaemon tenuicornis Say, Proe. Acad. Soi. Philadelphia, t, p. 249, 1818. 

Stage 1 and a later stage, presumed to be stage 5, have been described 
(Gurney, 1938 6, p. 4, and 1939), and some of the peculiarities of the species, 
as compared with other Palaemoninae, have been pointed out. Three specimens 
have now been seen which seem to represent the penultimate stage, with all 
the legs and small pleopods developed. There is almost certainly another 
stage between this and stage 5, so that there must be at least eight stages in all. 

,At this stage the larva seems to be identical with ‘ Palaemonid B.R. IX ’ 
(Gurney, 1938 b , p. 39) which has been described as a member of a ‘ Crypto- 
leander 9 group. These larvae agree in the following characters :— 

(1) Leg 5 is very greatly elongated, precociously developed, and has long 
spines at the end of the propod, and a spine at the base of the dactyl. 
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(2) Leg 4 has no exopod. 

(3) The endopod of the maxilla has no basal lobe. 

(4) The basis of maxillipede 1 is more or less hatohet-shaped. 

In the general form of the body and the dorsal spines they agree with other 
Palaemoninae. 

Leanubb affinis H. M.-Edw. 

This is a common littoral species in Bermuda, and the larvae were hatched 
in the laboratory on 19 June 1938, and moulted three days later to stage 2. 
These larvae are practically identical with those of typical Leander such as 
L, squiUa , but can be distinguished from all species by the large size of the pair 
of dorsolateral spines on somite 5. In L. sqnilla there is a pair of spines on this 
somite, but they are small. 

The general colour in stage 1 is pink, the telson colourless! In stage 2 there 
in profuse orange-red in thorax and abdomen up to somite 3. Somite 6 and 
telson are colourless. 


Pontoniinae. 

% 

Periclimenes (s.g. Periclimenes) lonoicaudatus (Htimpson) ? 

Urocaris longicaudata Stimpson, 1860, Proc. Acad, Sci. Philadelphia, p. 30. 

No larva is so far known which undoubtedly belongs tp Periclimenes , sub¬ 
genus Periclimenes, although several larvae have been described which belong 
to the subgenus Ancylocarid (Gurney, 1936 d, 1938 6). A single larva in the 
last stage was obtained from plankton from just outside Bermuda (outside 
Gurnet Rocks, 20 fathoms, 5. 5. 39). This was kept alive in a bowl, and changed 
to a post-larva in the laboratory. Further changes resulted in three further 
stages, the third young stage then being killed. Thus a series of five stages 
was obtained. 

The young forms belonged to a species of Periclimenes, subgenus Periclimenes . 
The latest one (third young stage) was sent to Dr. Fenner Chace, jr., who kindly 
’ identified it as probably, but not certainly, belonging to Periclimenes (Peri¬ 
climenes) bngicaudatus (Stimpson). It differs from this species in the rostrum, 
which has fewer teeth, and in having the third abdominal segment produced 
into a hood in a similar way to Periclimenes ( Periclimenes) aesopius (Bate), 
redescribed by Kemp (1922). The small number of teeth in the rostrum may 
be due to its youth, but it is remarkable that there are no more teeth in the 
third young stage than there are in the second. With regard to the third 
abdominal segment, this is unlike the larva in form, and is a serious difference 
from P. hngicaudatus. On the other hand, it has no antennal spine which is 
characteristic of that species, It is therefore regarded as belonging to P. kmgi- 
caudatus with a query. 
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It is interesting to find that the larva does not agree with those known which 
belong to the subgenus Ancylocaris, but have much closer relationships with the 
Mesocaris groups. Gurney (1938 b) summarises the characters of the larvae 
of the subgenus Ancylocaris and of the Mesocaris group so far known. In the 
latter he has placed several different forms which may not be very closely 
related, but have certain features in common—they have an acute double 
flexure of the depressed body and abdomen, legs 3—5 are of about the same 
length, and there is no basal lobe on the endopod of the maxilla. The present 
larva agrees in these three characters, but differs in many ways from the larval 
genus Mesocaris as defined by Gurney. Thus it has a very short rostrum with 
one tooth only ; the telson has nine terminal spines ; legs 3-5 are without 
exopods. It agrees, however, with Mesocaris in having a ventral spine on the 
antennule, in the maxillule and maxilla, and in the general form of the legs. 
In having a central spine on the hind margin of the telson, the unique specimen 
of the last larva may possibly be abnormal as it disappears in the post-larva. 
The description and figures are taken from the cast skin. 

Last larval stage ca. 5 mm. long. (Fig. 16, a, b.) When living the .body was 
much bent with a double flexure, the whole being depressed. It was very 
transparent with red ehromatophores scattered on the body—antennules, 
antenna, eye stalks, legs, on the second, third, and sixth abdominal segment, 
and on the telson. Captured on 5 May, it changed to the post-larva on 11 May, 
the post-larva to first young stage 15 May, the first young to second young stage* 
24 May, and the second to the third young stage on 31 May. 

The last larva has a short rostrum with one tooth, small supraorbital spines, 
antennal (?) spine and pterygostomial point. The region of the green gland 
at the base of the antenna is much produced. The antennule has a large 
ventral spine on the proximal segment. The eyes have very long stalks. The 
abdominal segments are rounded and the third slightly elongated and oblique, 
but not produced into a true hump or tooth. The sixth segment is very long, 
as long as segments 3-5 together. The telson has one pair of lateral spines 
and nine terminal spines. It is long and narrow, and almost parallel-sided. 
The mandible has only a few teeth on the cutting part and is very narrow. 
The maxillule has an unsegmented endopod with two terminal setae and two 
well-developed lobes, the inner lobe being pointed, and bearing an outer hair. 
The maxilla has a very small endopod, with one terminal seta and no basal 
lobe, and three very much reduced lobes bearing two, two, one setae. The 
exit© is large and bears six setae anteriorly and two posteriorly, the lower 
outer margin having no setae. The second maxillipede has a broad base with 
one inner seta, a long exopod with four setae, and a strong endopod with four 
segments, the dactyl ending in a strong hook. The propod of the third maxilli¬ 
pede has two strong hooks at its junction with the dactyl, which is composed 
of a long simple hook with setae. Its exopod bears Bix setae. The first and 
second legs are chelate, with a long narrow dactyl and very much swollen 
propod; the exopods bear six setae, Legs 3,4, and 5 end in long simple dactyls, 
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Fig. 16 .—Periclimenes longicaudalus ? a, last larva, ca. 5 mm. long, cast skin; b, telson; 

c-1, post-larva from last larva cast skin; c, telson; d, rostrum and anterior 
part of carapace; e, second maxillipede; f, third maxillipede; g, first leg; 
h, second leg ; j, third leg ; k , fourth leg ; l, fifth leg ; m-r, first young stage 
from post-larva cast skin ; m, telson ; n, rostrum ; o, third maxillipede ; p, end 
of third leg ; q % end of first leg ; r t end of second leg ; s-r, second young stage 
from first cast skin ; e, rostrum ; t, rostrum and carapace, dorsal; u, telson ; 
v, end of fourth leg; w-y, third young stage from second 6*5 mm, long; 
u>, third young stage ; a?, rostrum y, abdomen, 
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3 and 4 having two hooks at the junction of propod and dactyl, and there 
is a tooth at the outer margin about half way along the merus. Leg 5 has a 
simple dactyl without hooks at the base. 


The post-larva from, last, larva. (Fig. 16, c-l.) Length ca. 4*5 mm. The 
descriptions of this stage and those of the first and second young stages are from 
the cast skin. The rostrum has two teeth in front of the dorsal organ ; the 
supraorbital spine has disappeared, but the antennal remains. The hepatic 
was not seen, but this is present in the second young stage. The mandible has 
distinct cutting and molar parts. The maxilla has no setae on the third lobe, 
which is very much reduced. The antennule has a round otolith, a short lateral 
process, and a wide proximal peduncular segment with an external hook. 
The telson is slightly rounded, with four spines and two long hairs between the 
third and fourth, the central tooth having disappeared. The second maxilli- 
pede has two setae on the exopod, and a broad endopod of four segments. The 
third maxillipede has a reduced non-setose exopod and a three-segmented endo¬ 
pod. The first leg is short and has small simple chelae, the second leg has also 
a small vestige of an exopod, but is much longer than the second, with long 
simple chelae. Legs 3 to 5 are biunguiculate, with a pair of stout teeth at the 
end of the propodus. This stage is now r recognisable as belonging to the 
subgenus Periclimenes of the genus Periclimenes. This changed to the first 
young stage. 

The first young stage from the post-larva. (Fig. 16, m-z ) Length ca. 5-5 mm. 
The rostrum is like the post-larva. The exopod of the third maxillipede has 
four setae. The chelae of the first leg are long, but smaller than the second. 
The telson has two pairs of lateral setae and six terminal spines. 


The second young stage from the first. (Fig. 16, s~v.) Length ca. 6 mm. 
There are three dorsal teeth on the rostrum. There is an hepatic spine and 
also an antennal (or branchiostegal '). The mandible is deeply cleft. The 
telson is as in the previous stage. 


The third young stage from the second. (Fig. 16, w-y.) Length 6*5 mm. 
There are still three teeth on the rostrum. The eye-stalks are long. There is 
a peculiar tooth-like prominence on the third abdominal segment. The antennal 
scale is very broad. There is no antennal spine, but the hepatic spine is con¬ 
spicuous. The telson is as in the last stage. 

Whether or no this species is correctly named it certainly is very close 
to Periclimenes (Periclimenes) longicandatus , and show's that the type of larva 
in that subgenus is quite unlike that of the subgenus Ancylocaris. The larva 
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is not unlike Gurney's Palaeinonid R.S. Ill (figs. 139-145), and this may possibly 
belong to the same subgenus. 

Periclimenes, subgenus Periolimenaeus. 

The three species described under this heading are placed in the subgenus 
Periclimenaeus on the advice of Dr. Fenner Chace jr. They are apparently 
closely related to Coralliocaris , but lack the large protuberance on the dactyls 
of legs 3-5, and there is no hepatic spine. 


Periclimenes (Periolimenaeus) wrLSONi (Hay) l (Fig. 17, a-q.) 

CoraUioaarifi wil»om Hay (Bull. U.S. Bur. Fish. vol. xxxv. 1918, p. 393). 

Last larval stage (fig. 17, o-g). Length 4-3, 4-7 mm. 

The body is broad, rather flattened, and sharply flexed at thorax and somite 3 ; 
somite 6 is laterally compressed. The rostrum is shorter than the eye, with 
dorsal crest bearing two teeth. The carapace has a very minute supraorbital 
spine, an antennal spine and its anterior angle pointed. The telson is four 
times as long as wide, with one lateral spine situated a little beyond the middle ; 
at the end there are six stout spines, of which the outer pair are the longest 
and the second the shortest. In one of the two specimens there is also a pair 
of very small spines in the middle. The antennule has a small ventral spine 
and rudimentary stylocerite on segment 1 ; the outer flagellum is not cleft. 
The antennal scale is a little more than three times as long as wide, with small 
apical spine. The flagellum is about twice as long as the scale, and there is 
a very small ventral spine on the basis. 

The mandible has a three-toothed incisor process and five or six movable 
spines between it and the small molar portion. The endopod of the maxillule 
has two very small setae. The exopod of the maxilla is fringed with hairs and 
not setae on its outer margin, and the endopod is simple, without basal lobe, 
and with one apical seta. The endopod of the first maxillipede has three 
segments and three apical setae ; the basis is not protuberant. Maxillipede 2 
has a spine and a seta on the basis, and the terminal claw conspicuously fringed. 
Maxillipede 3 has no large spine on the ischiomerus. 

Legs 1 and 2 are chelate, leg 2 very much the larger. The chela of leg 2 is 
as long as ischiomerus and carpus together, and the palm rather more than 
one and a half times as long as wide. Legs 4 and 5 are equal and alike, exoept 
that leg 4 has three spines at the end of the propod and leg 5 has only one ; 
the spine at the end of the dactyl of leg 5 is simple. Legs 1-4 have exopods. 

Colour .—Rich red in thorax, in the basal parts of the anterior appendages, 
and particularly in the middle parts of legs 4 and 5. Somite 3 is very red, 
but somite 6 and the tail fan are colourless. 



LARVAE OF CERTAIN CRUSTACEA MACRURA 


101 



ir>2 


OR. R. GURNEY AND OR. MARIE V. LEBOTTR ON THE 


Three specimens of this form were taken. One of them moulted to post- 
larval, but the moulted skin was almost entirely devoured by the post-larva. 
As the specimen could not be closely examined in life it is not absolutely certain 
that it was identical with the form described above ; but the colour was the 
same, and such appendages as survived (e.g., maxilla) agree exactly. No other 
larva with this conspicuous colouring was seen. 


Post-larval 1. (Fig. 17, k-q.) Length 5 mm. 

The body is stout and rather depressed. The rostrum is longer than the eyes, 
with three dorsal teeth. The carapace has only a small antennal point and no 
hepatic spine. The telson is about three times as long as wide, with two pairs 
of lateral spines and two pairs of apical spines, with a pair of feathered setae 
between them. 

The basal segment of the antennule has a small spine at its outer distal angle, 
and a small stylocerite which does not cover the statocyst. The outer flagellum 
has two thick basal segments and four slender distal segments ; the accessory 
flagellum consists of a single small segment bearing aesthetes. 

The mandible has no palp ; molar and incisor parts are about equal, and the 
former has three very small teeth ; the molar part has a brush of small spinules 
and no large teeth. The endopod of the maxillule is small and bears a single 
inner curved process. The maxilla has a large exopod which is not very wide ; 
the endopod is unsegmented, simple, without basal lobe. The basis of maxilli- 
pede 1 is rather prominent, and the endopod unsegmented. 

Leg 1 is slender, the chela longer than thb carpus, and the dactyl a little shorter 
than the palm. Leg 2 on the right side is larger than on the left. The right chela 
has the palm parallel-sided, two and a half times as long as wide, and two and a 
half times as long as the dactyl. The dactyl is curved, with an inner pro¬ 
tuberance, the face of which is hollowed ; the fixed finger has a hollow corre¬ 
sponding to the process of the dactyl, and a blunt process which seems to serve 
as a guide for the engagement of the one with the other. The left leg is simpler, 
the dactyl having a small roughened area corresponding to the process of the 
right leg, and a corresponding roughened papilla on the fixed finger. Leg 3 is 
a little longer than legs 4 and 5, and each has a similar dactyl with two small 
teeth, one at the base and one at the base of the distal claw. Legs 1-4 have 
vestiges of the exopods. 

Colour .—The animal appeared to be colourless, but, under the microscope 
showed a number of minute dark chromosomes all over the body. All trace 
of the bright red of the larva was lost. 

Remarks .—It is probable that considerable changes in structure would take 
place with growth since the individual is far from having attained the adult form 
of antennule and gills, so that identification is difficult. I am much indebted 
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to Dr. F. A. Ohace for examining the specimen. While naturally unable to 
give any positive identification, he points out its resemblance to Coralliocaris 
wilsoni Hay *. The resemblance is indeed very close, particularly in the 
structure of the right chela, though there is not the great disproportion in size 
between right and left sides which Hay describes. There is also great difference 
in the rostrum which, in C. wilsoni , has 11-13 dorsal teeth, but both these 
differences may well be expected to disappear with growth. The last three 
legs are said to have a ‘ short conical dactyl us which cannot be said of the 
Bermuda species. It seems best, however, to refer it provisionally to Hay’s 
species, but it cannot be included in Coralliocaris as at present defined. The 
only genus in which it can be included is, as Dr. Ohace points out, Pe.ricUmc.ues, 
subgenus Pvridimenaans. 

It cannot belong to the specie's of Pvridimcnacus of which the first and second 
larval stage's are described below, since the differences in the form of the large 
chela art' too great to be accounted for by age, and the form of the telson is 
very different. The large spine on the ischiomerus of the third maxillipede 
in the larva is a character which is not likely to be lost in later stages. 

Periclimenes (Periclimenaeits) 8p. 13. (Fig. 17. r-x.) 

Last larva. Length 5-65 mm. 

The body is broad, rather depressed, and much bent at somite 3. The rostrum 
is shorter than the eye and bears t hree dorsal teeth. The carapace has a very 
minute supraorbital spine, and an antennal spine exactly the same as in P. wil¬ 
soni. The telson is four times as long as wide, with two pairs of lateral spines. 
There are usually six terminal spines, of which the second pair are the shortest, 
but in one specimen there is also an outer pair of very small spines (fig. 17, $). 
The antennule has a small stylocerite, and there are two slender segments beyond 
the thickened basal part of the outer flagellum. The antennal flagellum is 
about three time's as Jong as the scale, and there is a small spine on the basis. 

The mouth-parts do not differ from those of P. wilsoni , except that the exopod 
of the maxilla is fringed with setae throughout. The chela of leg 1 is slender, 
the palm more than twice as long as wide, and the dactyl about two-thirds as 
long as the palm. The chela of leg 2 is very large, the width of the palm more 
than half the length, and the dactyl half the length of the palm. Legs 4 and 5 
are equal, and leg 5 has a simple' spine on the dactyl, and one spine only on the 
propod. There are exopods on legs 1-4. 

Colour .—The whole body is pink, the legs colourless. 

We have three specimens of this larva in the last stage, and two in an earlier 
stage with legs 4 and 5 rudimentary. The specimen from which the description 
is taken was obtained by moult from an earlier stage, and the moulted skin 

11 * 


* From Beaufort .N, Carolina. 
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appears to be in exactly the same stage of development, with large chela and 
long antennal flagellum. One specimen moulted to post-larval, the moulted 
skin being almost entirely eaten up. 

The larvae of these two species are almost identical in structure, but differ 
in the rostrum, the presence or absence of setae on the outer margin of the 
exopod of the maxilla, and the number of lateral spines on the telson. In 
colour the difference is very striking. 

Post-larva 1. (Fig. 18, a-l.) Length 4-7 mm. without rostrum. 

The rostrum is shorter than the eye, with five smalt dorsal teeth. The cara¬ 
pace has a small antennal spine, but no supraorbital nor hepatic spines. The 
telson is less than three times as long as wide, with two pairs of lateral spines 
and six terminal spines. Segment 1 of the antennule has a small spine on its 
outer distal angle, and a stylocerite which dot's not cover the statocyst ; the 
outer flagellum consists of two thick basal segments, the second bearing a small 
unsegmented accessory flagellum, and a slender distal part of about six seg¬ 
ments. 

The mandible has no palp ; the incisor process is pointed, without teeth, 
and the molar process has two parallel brushes of small spines. The palp 
of the maxillule has a single small inner curved process. The maxilla has 
two small inner lobes ; an unsegmented endopod without setae, and large 
exopod which is not very broad in front. Maxillipede 1 has the coxa very 
reduced, and the basis large, but not produced ; the epipod is not bilobed. 

Leg 1 has the dactyl more than half tjie length of the palm, and the carpus 
a little shorter than the merus and considerably longer than the palm. The 
legs of the second pair are almost alike. The dactyl is very broad, flattened, 
with a small distal tooth and smooth inner margin fitting into a deep hollow r 
in the propod. Tn the left leg there is a small peg sunk in a pit in this 
hollow. The propod is nearly three times as long as wide. The merus has 
three small blunt teeth, and the ischium two. Leg 3 is rather stouter and longer 
than legs 4 and 5, and leg 4 slightly shorter than leg 5. Legs 3 and 4 have three 
small marginal spines on the propod and a pair at the distal angle. The dactyls 
of these legs are rather slender, with one spine at the base of the terminal claw. 
Legs 1—*4 retain vestiges of the exopods, and the exopod of maxillipede 3 has 
the apical setae reduced. 

Measurements of legs (in units X about 100) :— 



Merus. 

Carpus. 

Propod. 

Dactyl. 

Total. 

Leg 1 . 

58 

53 

39 

25 

mem 

Leg2(L.) . 

65 

29 

101 X 38 

38 

H9 

Log 2 (R.). 

68 

29 

117x38 

38 

■SB 

Leg 3 . 

76 

42 

61 

20 

I m 

Leg 4 . 

65 

36 

55 

19 

mm 

Log 5 . 

70 

42 

61 

16 

n 























Fig. 18.— a-l. Periclimenaeus (?) B, post-larva l J : «, post-larval l ; 6, rostrum; c\ part 
of telson ; d, part of right chela ; c\ part of left chela ; /, leg 1 chela : 
g, maxillule ; /?, end of leg 4 ; j , mandible ; k, maxilla ; l, maxillipedo 1. 
tn-*v, Periclimenaeus sp.: ♦». Stage 1 ; n, antenna ; o. mandible ; p, maxillule ; 
7 , maxilla; r, maxillipede I ; *, maxillipede 2 ; t, maxillipede 3 ; u, telson; 
v , Stage 2, maxillipede 2 ; w t antenna, endopod. 
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Remarks. —The dose resemblance of this species, both as larva and post¬ 
larva, to P. unlsoni makes it reasonably certain that both belong to the same 
genus. We are unable to find any species throughout the whole genus Peri - 
elimenes which has a chela of this very peculiar form, and it seems unlikely 
that it would alter materially with growth. The nearest approach to it seems 
to be the chela of Coralliocaris graminea (Kemp, 1922, fig. 97). There can be 
little doubt that we arc dealing with a species of which the adult is unknown. 

The identification of the larvae here referred to the subgenus Periclimenaeus 
is not sufficiently certain to justify any deduction as to the systematic position 
of this group, but there can be very little doubt that the specimen which was 
reared to the fourth post-larval stage is correctly placed in the subgenus Peri- 
elimenes s. str., even it* it is not certain that it belongs to P. longicaudatvs. 
Its larva differs so greatly from that of A ncylocaris that it would seem necessary 
to regard Ancylomris as a genus quite distinct from Periclimenes , the latter, 
so far as the larvae are concerned, being more nearly related to the Coralliocaris 
group. 

Periclimenaeus sp. (Fig. 18, m-w.). * 

The adult was discovered by Mr. J. Armstrong in July 1938. It appears 
to be a rare species, found, associated with Synalphevs goodei , in a large black 
sponge in the shallow waters of the Reach. The species is new, and will be 
described by Mr. Armstrong. 

The larvae were hatched in the laboratory, and a few were reared to stage 2. 
They are almost indistinguishable from* those of Coralliocaris (Gurney, 1938 6, 

p. 20). 

Stage 1. (Fig. 18, m-u.) Length 1*75 mm. 

The body, in life, is bent almost at a right angle at somite 3 and the junction of 
thorax and abdomen. The rostrum is slender, reaching to just beyond the eye. 
The abdominal pleura are rounded, the telson slightly indented, the inner¬ 
most pair of spines short, spines 2-5 nearly equal. The antennal scale has 
four distal segments, the proximal outer seta is minute, and there is a small 
inner papilla. The endopod has a long seta and an accessory spine. 

The mandible has a three-toothed incisor process and one seta, but no well- 
defined molar part. The maxillule has a very small endopod with one small 
seta. The maxilla has an unsegmented endopod without basal lobe, or with 
slight indication of one (fig. 18, c/), and five setae on the exopod. Maxillipede 1 
has the endopod not protruding, with two spines, the endopod indistinctly 
two-segmented with three apical setae, and four setae on the exopod. Maxilli¬ 
pede 2 has two spines on the basis and the terminal claw fringed with spinules. 

* The Palaeinonid referred to on pp. 136 and 156 as a species of Periclimenaeus has 
now been described by Mr. Armstrong as Periclimenes (Periclimenaeus) bermudensis 
(American Mus. Novitiates, No. 1096, p. 4, Dec. 26, 1940). 
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Maxillipede 3 has two spines on the basis and a very large spine at the position 
of the ischio-meral joint. The* exopods of maxillipedes 1 and 2 have four setae. 
There are bilobed rudiments of legs 1 and 2. 

Stage 2. (Fig. 18, v, w.) Length about 2 mm. 

The carapace has no spines. The 1 proximal seta has disappeared from the 
outer margin ot the antennal scale, and there 1 is a minute seta at the base of 
the terminal spine ol the endopod as in Coralliocaris graminea and Harpilius 
beaupresi. Legs 1 and 2 are functional, with four setae on the exopods, legs 
3 and 4 being rudimentary. 

Colour. —The general colour is yellow, with red chromatophores at the base 
of the rostrum and eye, and yellow and brown chromatophores in the abdomen. 
A specimen taken in plankton at night was noted as ‘ very red \ but with 
yellow ground-colour. Those hatched in the laboratory had the chromatophores 
very contracted. 

No later stages were recognized in the plankton, but there can be very little 
doubt that they would be of the k Me so ear is ' form. 

Mesocaris sp. A. (Fig. Ill, a-h.) 

Last larva. Length 4-0 mm. without rostrum 

The body is very much flattened and doubly Hexed, the thorax being nearly 
as wide 1 as long. The rostrum has no teeth, but is ridged, the ridge extending 
back to the end of the thorax. The carapace has a small supraorbital and 
antennal spine, its anterior angle being blunt. The pleura of the somites are 
rounded except somite 0, which has a small lateral point. The telson is long 
and narrow, nearly four times as long as vide, with one very small lateral 
spine and six terminal spines. 

The mandible has a three-toothed incisor process and five setae between it 
and the molar part. The endopod of the maxillule is small, broad, and with 
one minute seta. The maxilla has the endopod simple, without basal lobe, 
and the exopod ver\ broad and fringed with setae throughout. The endopod 
of maxillipede 1 is distinctly three-segmented and stout ; the epipod is very 
large and bilobed. Maxillipede 2 has a large spine and a seta on the basis, 
and the terminal claw fringed with short spines. Legs 1 and 2 art* chelate, 
leg 2 the larger. The setae of the propod are not plumose. Legs 1-4 have* 
exopods with four apical setae*. Leg 5 is a little longer than legs 3 and 4, without 
long spines on the propod, but with an inner basal spine on the dactyl. 

The pleopods are large, but hidden under the large pleura. 

Remarks .—The strikingly flattened form makes it possible that this is a later 
stage of the larva already described by one of us (Gurney, 1936 d, .p 621), but 
against this is the fact that the latter had a basal Jobe on the endopod of the 
maxilla, and the size, which would be expected to be larger. The form of body, 
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rostrum, and leg 5 make it fairly certain that it does not belong to the same genus 
as any of the larvae described abov e, and it is suggested as possible that it may 
belong to Tijptow forfagae. It is tempting to conclude from the resemblance 
in form of body that it is the larva of Gnathophyllurn americaniun , but of this 
there is no other evidence* 

Mesocaris sp. B. (Fig. 19,jf, k\) 

This species is included because it represents an extreme case of body liexure, 
the bend being so great that the* third abdominal somite comes near the head 
region, and is higher than the rostral crest. It agrees very closely with the 
two forms of Mesocnris described by (hirney (193f> d), especially with M. rernrva. 

It was obtained rarely in waters just outside Castle Harbour, in depths 
from 100 to 300 metres. Tin* body is pink and yellow with bright pink spots 
in thorax and abdomen. 


Larval characters of Palaemonidae in advanced stages. 
PALAEMONIDAE 

Supraorbital spines present. Mouth-parts somewhat reduced , endopod 
of maxillule and maxilla unsegmented ; maxilla with three endites only. 

P A LA EM ON J N A E. 

Body not Hexed at. junction ot thorax and abdomen. Rostrum long, with 
dorsal teeth. Carapace with dorsal spine or spines, and usually with ptery- 
gostomial (antennal) and branchiostegal (hepatic) spines. Endopod of maxilla 
with or without setigerous basal lobe. Daetvl of maxiliipede 2 without fringe 
of spinules. Legs 3 and 4 may be retarded in development. Leg 5 longer 
than leg 4, with basal spine on dactyl. 


Leander (excluding L. tenuicornis). 

Abdominal somite 3 without dorsal spine. Endopod of maxilla with soti- 
gerous basal lobe, exopod with setae on outer margin. Maxiliipede 1 with small, 
not protuberant, basis without spines, endopod more or less distinctly segmented. 
Maxiliipede 2 with basis not protuberant, without spines. Maxiliipede 3 with 
one strong terminal spine on dactyl at all stages. Leg 4 with exopod (except 
in L. longirostris ). Leg 5 not much larger than leg 4. 

Cryptoleander (L. tenuicornis and allies). 

Carapace without branchiostegal spine. Abdominal somite 3 without 
dorsal spine. Endopod of maxilla without basal lobe, outer margin of exopod 
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partly without setae. Maxillipede 1 with protuberant basis and endopod 
distinctly segmented. Maxillipede 3 with two slender spines at end in stage 1. 
Leg 4 without exopod. Leg 5 very much longer than leg 4. 


Retrocaris (Braohycarpus and Palaemon). 

Like Leander except for the following differences :— 

Branchiostegal spine in hepatic position. Abdominal somite 3 with large 
dorsal spine. Maxillipede 1 with large basis somewhat produced distally. 
Leg 4 with exopod. Leg 5 twice as long as leg 4, with spine on coxa. 


Ponton iin ae. 

Body flexed or not at junction of thorax and abdomen. Carapace usually 
without dorsal spine and branchiostegal (hepatic) spine. Endopod of maxilla 
with or without basal lobe. Dactyl of maxillipede 2 with or without fringe 
of spinules. Legs 3 and 4 not retarded in development. Legs 4 and 5 equal 
or subequal, sometimes very long. Dactyl of leg 5 with or without basal spine; 
coxa without spine. 


Group I. Ancylocaris group. ( Periclimenes subgenus Ancylocaris.) 

Body not Hexed at junction of thorax and abdomen. Rostrum short. Cara¬ 
pace spines tending to disappear. Endopod of maxilla with basal lobe, exopod 
without setae on outer margin. Maxillipede 1 with basis protuberant, without 
spines, endopod usually not distinctly segmented. Leg 4 without exopod. 
Legs 4 and 5 subequal, very much longer than leg 3. Dactyl of leg 5 without 
basal spine. 


Group II. M eso car is group. (Periclimenes subgenera Periclimenes and Peri - 
climenacvs ; Mesocaris spp.) 

Body more or less doubly flexed. Carapace spines usually well developed. 
Rostrum usually short and with toothed dorsal crest. Endopod of maxilla 
with or without basal lobe, exopod w T ith or without setae on outer margin. 
Basis of maxillipede 1 protuberant or not. Claw of maxillipede 2 with or 
without fringe of spinules. Legs 3-5 equal or subequal, not elongated. 


Periclimenes subgenus Periclimenes. 

Rostrum small, with only one tooth. Body bent at about a right angle. 
Endopod of maxilla without basal lobe, exopod without setae on outer margin. 
Basis of maxillipede 1 not protuberant. Claw r of maxillipede 2 without fringe. 
Legs 3 and 4 without exopods. 
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Periclimenes subgenus Peri cli men a e us ? 

Body not extremely bent. Rostrum small, but with dorsal teeth. Exopod 
of maxilla without setae on outer margin, endopod without basal lobe. Endopod 
of maxillipede 1 with three segments, basis not protuberant. Claw of maxilli- 
pede 2 with fringe of spinules. Leg 4 with exopod. 


Anchistioides 

Dr. L Cordon (1933) m revising this genus has placed it in the subfamily 
Pontoniinao of flu* Palaemonidae instead of in the family Anehistioididae of 
Borradailc. From the larvae, however, it appears to bo more closely related to 
the Palaemoninae than to the Pontoniinae (see Gurney, 1936 6). 

(Only stages 1 and 2 of A antiginvsis known with certainty.) 

Body slightly flexed at junction of thorax and abdomen. Mouth-parts much 
reduced. Carapace with posterior spine and very large branehiostegal spine. 
Dorsal spine on abdominal somite 3. 

(Later stages presumed to belong to this genus have a very long leg 5 with 
peculiarly modified propod and dactyl.) 

References 
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7. r fhe Stenopid Larvae of Bermuda Bv Marie V. Lebour. 

St v no pus his pi d us is the only adult Stenopid at present recorded from Bermuda, 
where it lives among rocks at low water, and is known as ‘ the fairy shrimp \ 
JDuring a year’s stay at the Bermuda Biological Station I have, however, 
obtained seven different Stenopid larvae, including S. his pul us, six from plank¬ 
ton in the near neighbourhood of Bermuda and one taken by the Atlantis from 
Gulf Stream water slightly further north. Of those larvae two (or possibly 
three) have already been recorded by Gurney (1930 a), w ho describes nine 
species (with a probable tenth). The number of Stenopid larvae now known 
from the Atlantic is therefore thirteen, and only ten adults an* known to occur. 
Of these there are four Sic no pus, three Spongicola , one Spongicoloides , and two 
Richardina. As will be shown below, all but one (A) of these larvae almost 
certainly belong to the Stenopus group. There must therefore be a number 
of Stenopids not yet discovered. Stenopus spinosus described by Cano (1892 a) 
from the Mediterranean, and S. hispidus described by Gurney (1936 a) are the 
only species whose life-history is know r n; none of the other larvae are attributable 
to any adult. In S. spinosus only is the post-larva described, and this, although 
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certain, was not obtained from a moult (Cano, 1892 a). For the first time it 
has been possible to moult the last larva of S. hispidus into post-larva, and 
also another species (B). A third (C) died whilst moulting to post-larva and 
was considerably damaged, although certain features of interest were seen. 
The whole series of larvae and post-larva of B has been secured and most 
of the larvae and damaged post-larvae of C, and the larval series of 8. hispidus 
has been completed together with post-larva and young forms. Of the remain¬ 
ing forms only single or few stages were found, but of these A is specially inter¬ 
esting, as it is unlike any other Stenopid larva, being peculiarly primitive in 
certain features. 

The thirteen larvae known agree in the following characters which appear 
to be characteristic of all Stenopids :— 

They are hatched with four pairs of swimming limbs (three pairs of maxilli- 
pedes and one pair of legs). 

The abdomen in the later stages is bent at the third segment at almost a 
right angle (as A was only seen in the first stage it is not certain if this and 
some of the following characters applies to it). 

The endopods of the pereiopods are non-functional in the larva and the 
posterior pairs do not appear till late. 

The rostrum is very long and the supraorbital spines prominent (except 
in the first stage). 

The mandible is very large and fits into a deep notch in the carapace. 

The telson is more or less deeply indented in the hind margin in the first and 
second stage and bears the usual setae seven, in the first, eight in the second 
stage), the second being reduced to a hair. 

In the later stages the hind margin is almost straight with a short spine 
at each angle, and six or four long setae in between. 

The endopodites of legs 1 to 3 originate far from the distal end of the basi- 
podite. 

Besides these characters there are others w r hich occur in most of the larvae :— 

The abdominal pleura are pointed or produced into sharp spines on some 
of the somites, varying in different species (except in A and F, where they are 
not produced at all in any of the somites). 

There is a small, simple pleopod on the first abdominal somite in the last 
stage of all the Bermudan species (with the possible exception of E, where 
it is doubtful, and A, which was only found in the first stage). In C there 
is one in Stage V. This is an important point, as it was not found in Gurney’s 
specimens, and although Cano described it in 8. spinosus Ortmann (1893) in his 
Embryocaris , which is probably the same species, states that it is absent. The 
probable explanation is that most if not all Gurney’s specimens were earlier 
than the last stages. A pleopod was present on the first abdominal somite 
in all the post-larvae seen. In F the single specimen was in the penultimate 
or last stage and the pleopod was more conspicuous than in the other species. 
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Gurney (1936 a) has suggested that all the larvae having a median hooked 
process on the fifth abdominal segment belong to Stenopus. This brings in 1), 
and probably 0, the latter having a straight spine in the early stages, and a 
re-curved one in the last larva. I Lis Ntenopid 1 (1936 a, fig. 6) is identical with 
my B, and in this species there is a straight spine springing from a round 
prominence in the place of the procurved spine. This disappears almost entirely 
in the late larvae, reappearing in the post-larva. In E and F there is also a 
similar straight spine. Thus of all the Bermudan larvae only A is without 
a ventral spine on the fifth abdominal somite. It is quite possible that the 
early stages in the other species described bv Gurney may have a spine which 
disappears later, and a ventral spine may thus be a characteristic of most Nteno¬ 
pid larvae. The mouth-parts of all tin* present species except A agree with 
those of S. hispid us. E was not dissected, but its likeness to the others in 
external features makes it almost certain that it agrees with them. In 
Stenopus hispid us and species B and C there appeal to Ik* nine larval stages, 
the* usual number in a series when* the life-history is not abbreviated. 

Gurney (1924 r) discusses at length the relationships of the Stenopidea, and 
concludes that as far as the development goes they must be placed among the 
Reptantia, being most closely related to the Laoinediidac and the higher Ano- 
mura. There is nothing in the present work to contradict this, and it is here 
clearly shown that there may be still further primitive characters in the larvae 
as in species A, and that th«* Stenopidea must be regarded as a very primitive 
group. A has a well-developed maxillule, with a setose exopod recalling the 
Euphausiids, the Penocids, and some of the primitive Oar ids. Its maxilla is 
much more developed than in the other Ntenopid larvae, and its antennal 
flagellum ends in three setae instead of two. The third maxillipodes are normal 
in all the larvae, but the first, second, and third porciopods have their origin 
near the base of the basipodite. This is not, however, confined to certain 
members of the Thalassinidea and to the Anomura, but is also found in some 
of the Penaeids. It is well known that there arc several features which the 
Stenopidea have in common with the Penaeidea. but all appear to be primitive* 
and do not necessarily indicate a very close relationship. The Stenopidea 
have the habits of the Reptantia, and the adults art* not free swimming forms. 
They live among stones or are commensal with other animals, especially sponges. 
Most or all of the Bermudan species probably live in fairly shallow water in 
the adult stages, and are not truly deep water forms. 

All the Stenopid larvae seen alive were very transparent, with bright red 
pigment in patches or spots on the carapace and centre of the* abdomen, some¬ 
times also on the antennules and kelson, rarely on the rostrum. In the* late 
larvae the grooves on the thorax and on some of the abdominal somites were 
frequently picked out in red. In the post-larvae there was more red, con¬ 
tracted by day, but expanded at night and early morning, so that the animal 
appeared a diffused red. In Stenopus hispidns even the first, post-larva was 
coloured with broad red bands as in the adult. 
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Stenopid A. (Fig. 20, a-k.) 

First Larva. (Fig. 20, a, 6.) This occurs in the outside plankton a few 
miles from the shore in tow-nettings from 60 to 300 metres. It was only 
met with seven times altogether, from one to three specimens at one time, 
from August to September 1938, and again in June 1939. It was not seen 
in the winter. Length 3*5 mm. including rostrum. There is a large red patch 
in the thorax ; otherwise it is transparent and colourless. The four pairs of 
swimming-limbs (three maxillipedes and first legs) are carried spread out far 
from the body, which is covered w r ith very fine spicules. Abdominal pleural 
spines are entirely absent, and there is no ventral spine on the fifth somite. 
The rostrum is long, nearly a third of the length of the body including rostrum. 
It is unarmed and slightly arched so that the tip points dow r nwards. The telson 
is deeply indented in the centre and there are no lateral teeth. The antennal 
scale (fig. 20, c) is jointed at the tip, and bears one external seta and eight 
setae from the tip round nearly the first half of the inner margin. The 
antennal flagellum bears three long setae. The mandible (fig. 20, d) is very 
large, the maxillule (fig. 20, e) has a rounded exopod with three setae, an 
unjointed endopod with four terminal setae and two pairs of internal setae, 
and two large setose inner lobes. The maxilla (fig. 20,/) has a large exopod 
armed with five setae, a two-segmented endopod with four terminal setae 
and two inner setae, and four internal lobes. The first maxillipede (fig. 20, g) 
has an exopod with four terminal setae and five-segmented endopod. The 
second (fig. 20, h) an exopod wdth four terminal setae and three-segmented 
endopod, and the third (fig. 20, j) four terminal setae to the exopod and 
four-segmented endopod. The first leg (fig. 20/ h) has four setae on the exopod 
and a two-segmented endopod. 

Compared with all the other larvae this species is much more primitive, 
and its maxillule wdth setose exopod and well-developed endopod strikingly 
different ; also the well-developed maxilla with jointed endopod. Its antennal 
flagellum with three terminal setae also differs from all the others. The maxil¬ 
lule resembles that of the Euphausids, Penaeidea, and some of the primitive 
Carids, whilst the antennal flagellum is like an Axiid, a Dromiid or certain 
Pagurids. All the following species differ from A in having spines on some of the 
abdominal somites (except F), and a ventral spine on the fifth abdominal 
somite, in the reduction of the maxillule and maxilla, and in having two setae 
on the antennal flagellum. The mouth-parts in these agree in essentials with 
those of 8. hispidus described by Gurney (1936). 


Stenopid B. (Fig. 20, l-z ; Fig. 21, a~m.) 

This is the commonest Stenopid larva from Bermuda, occurring even more 
frequently than 8. hispidus. Gurney (1936 a) describes, as Stenopid I (p. 387, 
fig. 6) a fairly late larva of this species. The stage figured by him is probably 
V or VII, as pleopods are present although very small, and the legs are chelate. 



LARVAE OF CERTAIN CRUSTACEA MACRURA 


165 



Fir,. 20. a~k. Stenopid A, first larval stage, 3-5 mm. long, a, dorsal view ; 6, side view; 

f, antenna ; d, mandible ; c, inaxillule ; /, maxilla; </, first maxillipede; 
/>, second maxillipede ; j, third maxillipede ; k f first leg. l-x. Stenopid B, 
first larval stage: Z, first- larval Btage, side view, 2 mm. long; w, telson; 
n , antennule and antenna ; o, maxillule ; ]j, maxilla ; q, third maxillipede; 
r, first leg. *-/. Seconrl larval stage : .s\ second larval stage, 2*5 mm. long, 
dorsal; t, side view. u-x. Third larval stage : u, third larval stage, dorsal view, 
3 mm. long ; v, side view ; .r, telson. y-z. Fourth larval stage : y, fourth 
larval stage, dorsal view. 3*5 mm. long ; c. telson. 
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His later stage recorded is slightly larger than my last stage. A complete series 
of larvae and post-larva from last larva has been obtained. The first stage 
was frequently present in plankton hauls in the Reach, taken from the Swing 
Bridge* close to the Biological Station at night, therefore it is probable that 
the adult lives in shallow inshore waters, but it has never been seen. A post¬ 
larva occurred once from the same' locality, and taken in the same way. Inter¬ 
mediate stages were always taken outside, being swept out by the currents 
into open water, as is the case with all the other larvae from parents breeding 
in the Reach. All stages of B occurred outside from a few fathoms depth to 
300 metres. The early stages were common from June to August, not so 
frequent later, but continuing until February, after which they were not seen 
again until May. In the late summer and autumn the late larvae were fairly 
plentiful, and a post-larva was taken in December. 

There appear to be nine larval stages, all of which have pleural spines on the 
second and third abdominal somites, and there is a straight ventral spine on the* 
fifth abdominal somite from the first stage, which dwindles about the fifth 
stage, and almost or completely disappears in the penultimate and last stage, 
to reappear in the post-larva. This explains the* fact that the spine is not 
mentioned by Gurney. There is a certain amount of red in the* thorax con¬ 
gregated in one patch in the early stages, and red blotches on each side of 
abdominal somites 1 and 2. Ln the later stages there arc* more red chromato- 
phores in the thorax and abdomen, and red on the last antennular segment, 
on the mandibles and external ramus of uropods. Grooves on the thorax 
and abdomen are picked out in red. 

• 

Stage I. (Fig. 20,/.) 1-0 to 2 mm. long. The rostrum is long, almost 

straight and unarmed. The body is smooth. There is no dorsal spine on the 
third abdominal somite. Somites 2 and 3 end in long pointed pleural spines. 
There is a rounded prominence ventrally on somite 5, w r ith an almost straight, 
backwardly directed spine. The telson (fig. 20, m) is without lateral teeth, 
the hind margin being slightly indented. The antennular peduncle is un¬ 
jointed, reaching beyond the rostrum. The antennal scale is jointed at the 
tip, with one external seta and eight round the tip and internal margin. The 
antennal flagellum bears two setae (fig. 20, n). The maxillule (fig. 20, o) has 
a rudimentary endopod in the shape of a small triangular process, the maxilla 
(fig. 20, p) has an unjointed endopod with two setae. The endopod of the 
third maxillipede (fig. 20, q) has five segments, that of the first leg two segments 
(fig. 20, r). The exopods of the second and third rnaxillipedes and first leg have 
six setae. 

Stage II. (Fig. 20, a, t.) 2*5 mm. long. Very like Stage I, but with the 
eyes free, and the telson with an extra pair of inner spines. The second leg 
is small. The antennal scale is no longer segmented. The supraorbital spines 
are prominent. 
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Stage III. (Fig. 20, n-x.) ca. 3 mm. long. The tel,son is cut off from 
the sixth abdominal somite, which has a small spine. The rostrum is shorter, 
and the grooves on the carapace 4 distinct. The antennular peduncle is divided 
into two segments. The telson (fig. 20, .r) is longer than broad, the angle bearing 
a Jong thin spine 4 curved inwards and upwards, and the hind margin with 
eight long setae anel two small internal set ae. The inner rami of the uropods 
are very small anel non-setose* The second leg is biramous, but without 
a setose exopod. 

Stage IV. (Fig. 20, iy, s.) 3*5 to 4 mm long. The base of the uropod is 

separate, the inner ramus setose. The* second leg has a short setose exopod. 
Legs 3-5 are rudimentary. The antennal flagellum is not half the* length of the 
scale. The telson is now much longer than broad, with nearly straight sides 
(fig. 20, z). It bears a small outer spine, a thick short spine internal to it, and 
six long terminal setae. 


Stage V. ( 5 a. 4*5 mm. long. Very like 1\\ but tin 4 telson has lost the outer 
spine, and is now like all the following larval stages The third leg has a setose 
exopod. There are no pleopods. 

Stage VI. ca. 5 to 5*5 mm. long. This is probably the stage figured by 
Gurney. Very like 4 V, only with minute pleopods and the legs more developed. 
The ventral spine on the fifth abdominal somite has almost disappeared. The 
rostrum is rapidly shortening. 

Stage VII. ca. fi mm. long. The pleopods are still small. There are minute 
chelae on legs 1 and 2. The ventral spine on the fifth abdominal somite is 
absent or minute. 

Stage VIII. (Fig. 21, a. a'.) Penultimate stage, ca. b*5 mm. long. Legs 
1-3 are chelate, 4 and 5 rudimentary, but- bent at almost a right angle. The 
exopods on legs 1 and 2 with ten setae, on 3 with seven or eight setae. The 
ventral spine on the fifth abdominal somite is absent, or minute. 

Stage IX. (Fig. 21, b-g.) Last stage, ca 7 mm. long. The pleopods are 
longer, with one or two setae at the tips, except on the first somite, where they 
are minute simple buds. Legs 1-3 with ten setae on the exopods. The telson 
is as in Stages V-VIII. The epipods on the maxillipedes and legs 1-3 are 
distinct, and there are small pairs of gills on the third maxillipede and legs J-4, 
one on 5. This is similar in number to S. hispidus (Stage IX) described by 
Gurney, but in the present case the gills are very short, and not nearly so well 
developed. The mandible has no palp, and the maxillule and maxilla have 
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Fra. 21. —Stenopid B. a-a 1 Eighth larval stage : a, eighth larval stage, 6*5 mm. long; 

a r telson. b-g. Ninth larval stage (last): 6, ninth larval stage, 7 mm. long ; 
c, antennule and antenna; d> maxillule; e f maxilla; /, first maxillipede ; 
f 7 . carapace of cast skin. h-m. Post-larva, 5 mm. long s h, side view; /, dorsal; 
k, end of antennal flagellum ; l, r ostrum ; m, telson. 
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hardly altered from stage 1, except for the larger and more setose exopod 
of the maxilla. This stage changed to a post-larva in a glass howl (15/16. 11. 38). 
The larva lived in a finger bowl for some days, the water being changed every 
day, and it was led on Artrnna eggs which hatched out in the water. 

Post-larval Stafjr. (Tig. 21, h- /u.) ca. 4*6 mm. Long. The body is smooth. 
There are red chroma!ophores in spots on the thorax and abdomen in the day¬ 
time, and red patches on abdominal somites 1 and 2. These enlarge very much 
in the dark, so that- the animal flushes red. The antennuiar flagella are very 
short, and the antennal flagellum rather more than half the length of the animal. 
In all, the segments towards the tip are rounded. The antennal scale has teeth 
along the outer margin. The rostrum (fig. 21, l) is broad at the base, reaching 
almost to the end of the eye, and bears five teeth dorsally and one ventrally 
near the tip The abdominal pleura are all pointed, 2 and 3 ending in two 
teeth, *1 and 5 in one. The sixth somite is slightly shorter than 4 and 5 together. 
The third somite has a flattened prominence dorsalh at the posterior end. 
The teJson (fig. 21. w) bears a pair of lateral marginal teeth behind the centre*, 
five pairs of teeth dorsally, and terminates in three teeth. There are long setae 
round the margin from flu* latent] teeth round the* end. The external rami 
of the uropods are armed w it h teeth oil the external margin. There are remains 
of exopods on legs 1 3, and setose exopods on the maxillipedes. The carpus 
of legs 4 and 5 is undivided, and the dactyl is biunguiculate. The carpus of 
leg 3 is nearly as long as the morus The first pleopod is simple, but quite 
distinct, the second to the fifth well developed and setose. The ventral spine 
on the fifth abdominal somite has reappeared, and springs from a large rounded 
prominence. The gills are rather larger than in the last larval stage, and the 
posterior pleurobranchs are long, but the arthrobranchs and anterior pleuro- 
branchs are very difficult to see, and not fully developed. There is no mandibular 
palp. 

A second specimen was obtained which had no median spine terminally 
on the telson, and no dorsal spine on the sixth abdominal segment. 


Stknopid C. (Fig. 22.) 

The larvae of this species in stages II to IV occurred sparingly in the outside 
plankton a few miles off Bermuda at a depth of 80 to 300 metres. A few' 
in the second stage occurred in the Reach in tow-nets taken from the Swing 
Bridge. The last stage, presumed to belong to this species on account of the 
pleural spines on the three anterior abdominal somites, occurred only once, 
from outside plankton, and unfortunately died in moulting to post-larva. All 
occurred in the summer. The first stage of this species was not seen, but the 
second resembles B very closely, differing in having the first three abdominal 
somites produced into pleural points instead of only the second and third, but 
the points do not end in true spines as in B, but are sharper in the later stages, 

12 * 
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and the last stage has spines on somites 2 and 3. This is probably the species 
mentioned by Gurney (1936 a, p. 388) as being similar to Stenopid I, but 
with the first abdominal somite pointed. 


Stage II. (Fig. 22, a-b.) 2-5 mm. long. Red at the base of the mandible, 

on the thorax, and at the sides of the second abdominal somite. The other 
stages are similarly coloured, the last having large red spots on the first three 
abdominal somites laterally on the last somite and on the telson. There is a 
sharp, backwardly directed, spine on the ventral surface of the fifth abdominal 
somite. The rostrum is long and unarmed, the supra-orbital spines long. 
The antennal flagellum has two terminal setae. Leg 2 is bilobed, but without 
a setose exopod. Leg 3 is rudimentary. The telson has a very shallow excava¬ 
tion posteriorly, and there are no teeth on the lateral margins. 


Stage III. (Fig. 22, c-d.) 3 mm. long. The sixth abdominal somite with 

a median spine posteriorly, the telson with a short spine above the posterior 
angle, a doubly-curved hair-like spine at the angle, and eight long, and two 
short median spines on the hind margin. Thus it differs from B in having a 
spine external to the curved hair-like spine. Leg 2 has a setose exopod, leg 3 
is bilobed, but simple, leg 4 a bud. 


Stage IV. (Fig. 22, /, g.) 3-25 mm. long. The telson has a lateral spine 

each side at about the posterior third of its length, a short spine at each angle, 
and six long terminal spines. Leg 3 has a setose exopod. Legs 1 and 2 are 
beginning to be chelate. There are six setae on the second and third maxilli- 
pedes and legs 1-3. 


Stage V. (Fig. 22, h,j.) 3-5 mm. long. The telson is as in IV. Legs 1-3 
are chelate. The pleopods are present, simple on the first, bilobed on 2-5. 
Six setae on the exopods of maxillipedes 2-3 and legs 1-3. Epipods are present 
on the second and third maxillipedes and on legs 1-2. 

These larvae are much further forward in development than the equivalent 
stages in B and in S. hispidus . 


Stage IX. (Fig. 22, k-o.) Ca. 14 mm. long including rostrum of 4 mm. 
One specimen only was obtained a few miles off Bermuda, 80 metres depth, 
in September. This was kept alive, but died in casting to the post-larva. 
The figure is a composite one drawn from sketches of the living animal and its 
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Fill. 22.—Stenopid C. a , second larval stage, sale view, 2*5 mm. long; b, second larval 
stage, dorsal view; r, third larval stage, 3 mm. long; d, e, telson ; /, fourth 
larval stage, 3*25 mm. long ; </. telson ; /t, filth larval stage, 3*25 mm. long; 
j, telson ; k, last larval stage (rough sketch) ca. 14 mm. long ; /, carapace of 
cast skin; in, fourth and fifth abdominal somite of same ; n, end of telson , 
o, end of abdomen. p~v. Post-larva; p, front of post-larva from last larva 
(died in casting); q , chela of third leg ; r, third leg with exopod of last larva ; 
8, externa] ramus of uropod ; t, end of fifth abdominal segment; u, end of last 
leg ; v , telson. 
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cast skin. The rostrum is very long and unarmed. The ventral spine on the 
fifth abdominal somite is procurved, and resembles that of S. hispidns. There 
are spines on the pleura of the abdominal somites 1-3, but those on the first 
somite are still blunt. The sixth somite has recurved lateral spines and a 
dorsal spine posterior^. There are pleopods on somites 1-5, the first very 
small. There are many setae on the exopods, but the skin was too much 
damaged for exact determination. The telson has a tooth at each angle and 
six long terminal setae, and a lateral tooth below the first half of its length. 


Post-larva . (Fig. 22 ,p~v.) Length ca. 8 mm., but too much damaged to be 
certain. The following points were noted :—the rostrum is simple, with one 
very small tooth in front of* a small knob near its junction with the carapace. 
The last leg appears to end in two straight claws, but this may be only from 
incomplete metamorphosis (fig. 22, u). Legs 1-3 are still twisted, and the 
exopod (with six setae) still attached. The chelae have 1 a denticulated ridge 
on each inside margin. The third maxillipede has a setose exopod under the 
larval skin. There is a straight ventral spine on the fifth abdominal somite 
(fig. 22, t) and pleopods on somites 1-5, the first small and simple, the others 
setose. The telson has a lateral spine rather more than half way down, and 
beyond this there are long setae all round, the end being rounded without 
teeth. It is impossible to tell from this specimen whether the carpus of leg 3 
is really short, as it is so crumpled up. The gills could not be made out. The 
body is smooth. 

This species in the early stages closely resembles B, but the last larva and 
post-larva differ in several points. It is probable, however, that they belong 
to the same* group. 


Htenopid D. (Fig. 23, a.) 

This is the same as Gurney’s Stenopus 11 (1930 a, pp. 385-6, fig. 4). He also 
describes the first stage (1934 c, p. 134, fig. 54 a), which is of much the same 
type as B and C. The specimen figured by him (1936 a) measures 17*4 mm. 
including the rostrum, but is an earlier stage than one of mine of 18 mm., as 
it has no pleopods. He records another, length 10*6 mm., with the rostrum 
broken off, which has chelate legs and biramous pleopods, which is probably 
in the same stage as mine. Only fairly late stages occurred in the Bermuda 
plankton, from 100 to 300 metres, probably stages VI and VII (or VII and VIII). 
The largest, measuring 18 mm. including rostrum, is figured, as it differs slightly 
from Gurney’s description. There is no dorsal spine. There is a backwardly 
projecting spine at the posterior angles of the carapace, and a procurved spine 
ventrally on abdominal somite 5, and lateral curved spines on segments 1, 3, 
and 4, that on segment 3 being large and projecting forwards, not backwards. 
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Legs 1 and 2 are chelate. There are pleopods on abdominal somites 1-5, the 
first small and simple, the second and third bilobed, the fourth and fifth simple. 
The telson has a tooth-like spine at each angle, and four long setae between. 
In having these four setae it resembles A'. his [rid us, all the others having six. 

There are many red chromatophores on the thorax, large patches of red on the 
first and third abdominal segments, red on the tips of the antennules, on the 
eye-stalk, at the base of the mandible, at the bases of the legs, on the endopod 
of the third maxillipede, and at the tip of the external ramus of the uropods. 
The gills are hardly developed except very small epipods 


Stenopid JK. (Fjg. 23, b.) 

The last stage (one specimen only) was obtained by the Atlantis (30. 11. 38) 
at a depth of about 70 metros in Gulf Stream water. It was preserved, and 
no colour was visible. This is the smallest of all the Stenopid larvae, measuring 
only 4*5 mm. in length, and diffois from them all in having only somites 1 and 2 
of the abdomen pointed. There is a pointed ventral spine on somite 5. The 
rostrum is finely pointed, and reaches to the end of the first segment of the inten- 
nular peduncle, and has a conspicuous knob in front of its base. The telson 
has a tooth-like spine at each angle, and six long setae between. The sixth 
abdominal somite has a posterior dorsal spine. There are six setae on the exo¬ 
pods of the second and third maxillipedes and legs 1 and 2, and five on leg 3. 
The epipods and pleurobraiichs are distinct, but tin* arthrobranehs very small 
and difficult to make out. There appear lo be two arthrobranehs on the third 
raaxillipede and on legs 1-4, and a pleurobranch on these and on leg 5, that on 
leg 5 the largest. 


Stenoito F. (Fig. 23, c-d.) 

Only one specimen of this species was found, taken by the Atlantis a few 
miles off Bermuda, 95 fathoms, 21. 10. 38. It appears to be in the penultimate 
or last stage. No colour was noted. This resembles A in having no pleural 
spines on the abdominal somites (except for minute spines on somites 4 and 5), 
but it has a straight ventral spine on the fifth segment, and the mouth-parts 
resemble S. hispidus and the other larvae, which makes it impossible that it 
belongs to A. The body is smooth. Length ca. 7*3 mm. The rostrum is 
unarmed, and reaches to the first segment of the antennular peduncle. Legs 1-3 
are large and chelate. There are six setae on the exopods of maxillipedes 
2 and 3 and legs 1-3. These are simple pleopods on segments 1-5, the first 
very small, The telson has a tooth-like spine at each angle, and six long setae 
between. The epipods are well developed, but not the other gills, which are 
hardly visible. 



Fig. 23. a, Stenopid D, seventh larval stage, ea. 18 mm. long; b, Stenopid E, last larval 
stage, ca. 4-5 mm. long. c-d. Stenopid F: c, ? penultimate stage, ca. 7*3 mm. 
long; d, telson. 
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Stenopus hispidus. (Figs. 24, 25, 26.) 

This is the only species of the* Ktenopidca r('corded from Bermuda, and the 
only Bermudan Stenopid larva of which the adult is known. Brooks and 
Herrick (1892) described the first larva hatched from the egg, but the later 
larvae attributed by them to this species belong to different genera. Gurney 
(1924 c, 1936 a) has discussed this species fully, and described the first larva 
hatched from the egg by Dr. Wheeler at Bermuda, and also the second and 
later larvae including the last The post-larva w as not known, but I have 
now obtained this from the last larva. The first stage, which has frequently 
been seen alive, has red at. the tip of the rostrum, on the antennule, thorax, 
first leg, third abdominal segment and on the telson There are minute spicules 
on the body, recalling that of species A, but these disappear in the later larvae. 
There appear to be nine larval stages normally as then 4 are in B, and probably 
in C, but it seems that the last larva may vary much in length as larvae hardly 
differing at all from one another ha\ e been obtained measuring 21 mm. to 31 mm. 
in length, including rostrum A last larva was obtained in December 1938, 
which changed to the* post-larva This larva measured ca. 21 mm. including 
the rostrum, which was 6*5 mm long. This is much shorter than the larva 
in the same stage* described by Gurney (his specimen 31 mm long), but it agrees 
with it in all essentials, the chief difference being the number of setae on the* 
exopods, the large* specimens having more. As these large specimens also occur 
in Bermuda there seems no reason to think they are a different species. 


Last larva. (Fig. 24, a.) 21 mm. in length, which changed to post-larva^ 

was brightly coloured. Red on the antennule, thorax, at the bases of the legs* 
and on the third maxillipedo, on the second abdominal somite, running into 
the third and at the end of the sixth abdominal somite. There is yellow on the 
thorax, the fourth abdominal somite, and at the end of the sixth abdominal 
somite. The drawing of this specimen (fig. 24, a) is a composite oik*, made* 
from sketches of the live animal and its east skin Other specimens vary in 
size (up to 31 mm.). The specimen figured (fig. 24, b) had no yellow’ pigment 
in the fresh preserved state*, as this probably vanishes immediately after death. 
There are* pleopods on all five* abdominal somites, the* first very small. 


Post larva. (Fig. 24, r, d ; Fig. 25.) ca. 10 mm in length. V ery much like the 
adult at first sight, the colouring being very similar. There is much red on the 
body and legs, more or less in bands, with yellow in between. The antennular 
and antennal flagella are very long and colourless, the* ante*nnular flagella about 
the length of the body, the antennal more than double the length. This post¬ 
larva is much further advanced than B and 0. The legs are much spread 
out, and the first, second and third have long remnants of exopods. The 
third maxillipede has a setose exopod. The rostrum reaches slightly beyond 
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Fig. 24 .—Stenopm hispidu*. a, last Jarva 21-5 mm. long which changed to post-larva; 

6, last larva ca 31 mm. long; c, post-larva, 10 mm. long, from last larva; 
d t dorsal view ; e, sketch by Dr. Wheeler of living young in bowl. 
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the antennular peduncle 1 . Jt has a kink in the centre 1 , which is probably 
abnormal, as it was not so distinct, in a second specimen which died in moulting 
to a first young stage. Jt is armed at the* base with three teeth, the hind one 
being about at the junction ot the rostrum and carapace (tig 25 b). There is 
a row of sharply curved spines dorsaliy in tin* c< litre ol the carapace, and there 
are spines springing from raised knobs above the eyes There is an antennal 
spine and a few other spines on the carapace. The antennal scale is about 
as long as the carapace, and its outer margin is denticulate (tig. 25, c). The 
first abdominal somite is pointed and bears spines dorsadv and laterally, the 
second and third have oik* lateral spine pointing forwatds, and the fourth and 
fifth end laterally in three largo spines (iig. 25, d). The third abdominal somite 
bears the remains ot the dorsal spine, and behind it a tlat protuberance similar 
to that in the post-lai\a of 1>. The felson (fig. 25, k) bears two rows of seven 
dorsal spines and ends in a tooth at each angle, whilst its margin tor the last 
two-thirds and round the end have long setae. The external ramus of the 
uropod is denticulate on its outer margin. There are very small, simple pleopods 
on the first, abdominal somite and well-developed setose pleopods on segments 
2-5. The exopod of the third maxiJlipede hears four setae, the endopod having 
five segments, three strong teeth on segment 2, one on 3. The first leg has a 
strong tooth on the merus and on the carpus, the second has one on the carpus, 
the third has many teeth on the merus, carpus, and propodus (tig. 25, e-h). 
The carpus and propodus ol legs i and 5 are not segmented. The fourth leg 
bears five spines >n the merus, four on the carpus, and several fine tooth-like 
spines on the merus, four on (he ear]ms, and several tine tooth-like spines on 
the propodus, the fifth leg has a conspicuous hook on the coxa, six spines on the 
merus, and several tooth-like spines on the propodus The dactylus in both 
legs is biunguiculate (fig. 25, /). Another post-larva, which was obtained 
from the plankton a few miles outside Bermuda, 300 metre's, changed to a first 
young stage 4 . This specimen had lost most of its legs, and both stages wen 4 
much damaged during the casting, the resulting animal being dead. The 
length was 11 mm. The thorax and rostrum were more 4 spiny, the rostrum 
bearing five teeth, still in the centre. 


Later young stage. (big. 21, v ; Fig. 20.) A young stage 4 caught by Dr. Wheeler 
outside Clastic Roads at abemt SO fathoms, 28. 0. 38, also belongs to this 
species. He made a sketch of i he colouring as it lay in a how 1 showing a very 
definite pattern. This he has kindly allowed me to reproduce here (fig. 24. e). 
The specimen measures 32 mm. in length, and must la 4 later than the first young 
stage after the post-larva, but near it. The carpus and merits of legs 4 and 5 
are still unsegmented, but the 1 body is much more spiny, and there are no traces 
of exopods. There arc three rostral tooth still in the centre (fig. 20, c). The 
abdominal somites 2-5 end in three stout spines as in the adult. 

The fact that this large young stage is so backward in development and that 
last larvae are found of S. hispidus measuring 31 mm. in length as well as small 
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specimens of 21 mm., seems to show that the last larvae differ in size because 
they do not all find a suitable place to metamorphose. It has been found 
frequently during these researches on Decapod larvae that late larvae from 
comparatively deep water (from 150 m. and deeper), when kept alive in bowls 
cast their skin only to emerge in the same form. Thus given favourable 
conditions the last larva (Stage IX) may change directly to a post-larva, as in 
the case given above, but if these conditions are not forthcoming—perhaps 
when the larvae are carried far out to sea—the larva may continue to change 
into another practically identical larva only slightly larger until more favourable 
conditions arise. 

Comparing all these larvae it is seen that the general features are characteristic* 
of the group Stenopidea, but each differs in some distinct way, so that no species 
can be confused with another. The* study of the Bermudan larvae shows a 
much larger range of differences than was before known, and it establishes the* 
usual nine larval stages which, however, apparently tend to multiply in the 
last stages if suitable conditions for metamorphosis are not available for the 
change to post-larva. In B we have almost certainly a coastal species whose 
larvae* are carried out to sea, and it is the same* with 8. hispid us, which is certainly 
a littoral form. Species C is also found in the* early stages in the Reach, and 
may live normally in shallow waters. The* development of the larvae in the 
different species is not always parallel, and in 0 the various organs appear earlier 
than in B and in N. hispidus. All the three post-larvae* obtained differ appreci¬ 
ably from one another, and it is, unfortunately, impossible to determine the 
genus of B and 0, which appear to be more closely related to one another 
than to 8. hispidus. It seems probable that species A, B, C, E, and F do not 
belong to the genus Sir no pus, and that D is a He no pus or closely related. The 
absence of the large dorsal spine on abdominal segment 3, present in 8. hispidus 
and 8. spinosus is rather against its being a true Stenopus. On the other hand, 
this dorsal spine occurs in many of Gurney’s larvae which do not seem to be 
Stenopus , but it is absent in all the Bermudan forms, so that it may or may not 
be of generic importance. Species A differs so much from all the others, and is 
so primitive, that it most certainly must belong to something quite different 
from Stenopus —possibly to Richardma . The known species of Richardina, 
however, are blind, and R. spinicincta and R. frederki have very large eggs, 
the young hatching in an advanced stage in the former (Remp, 1910). It 
cannot belong to any recorded species, and is probably new, even possibly 
belonging to a new genus *. B and C have setose exopods on the third maxilli- 
pedes in the post-larva, and the carpus of the third leg of B (that of C being 
damaged) is nearly as long as the merus, which facts w'ould exclude Spongicola 

* In the Report for the years 1935 and 1936 of the Bermuda Biological Station for 
Research, Dr. F. A. Chace records a new species and genus of Stenopidea. This was caught 
in Mullet Cove in the Reach in shallow water, and ho tells me is probably related to Richard- 
ina , It is possible that this is the adult of A, or of one of the other larvae described here. 
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according to the table of Milne-Edwards and Bouvier (1909). In Spongicola 
koehleri , recorded by Kemp (1910) from the Bay of Biscay, the newly hatched 
young are very far advanced in development, and the female has large eggs. 
This species also is blind. The cuticle of these two post-larvae is smooth, and 
both are in a much less developed stage than the post-larva of S. hispidus. 
These with other distinct differences seem to indicate some other genus or genera 
allied to Stenopus or Hte.no pane ulus hitherto unknown, the adults of which are 
yet to be discovered. 

A Key to all the Stenopid larvae described by Gurney and in the present 
work is given below. 

Key to the known Stenofid Larvae. 

(Late stages only except A.) 

The key is based on that given by Gurney (1936, p. 391). A-F are as used 
in the present paper. Gurney’s larvae arc indicated by the following letters :— 


Slenopu.s hwpulwt (1. Stenopid III K. 

Sic nop species 11 I). Stenopid IV - L. 

Stenopus species 111 H. Stenopid V = M. 

Stenopid J - B. Stenopid VI --- N. 

Stonopid H - J. 

a. No spines on the abdominal pleura. 

b. No median ventral spine on abdominal somite .*> . A 

bb. A median ventral spine on abdominal somite 5 . F 


aa. Spines on some or all of the abdominal pleura. 
b. Abdominal somite 3 with dorsal spine, 
c. Carapace rounded posteriorly. 


d. Rostrum shorter than peduncle of antennule. . . L 

(hi. Rostrum longer than peduncle of antennule. 

e. Pleural spines on all abdominal somitos . K 

ee. Somites 4 and ft without pleural spines . N 

eee. Somites 2 and ft without pleural spines. 

/. Rostrum smooth or with minute spmules, somite 4 without spine ... G 

ff. Rostrum toothed near end, somite 4 with minute spine. H 

cc. Carapace with spines at posterior angles . M 

bb. Abdominal somite 3 without dorsal spine. 

c. Carapace with spines at posterior angles . D 

cc. Carapace without spines at posterior angles. 


d. Rostrum very short -; abdominal somitos 1, 4, and 5 without pleural spmes. R 
dd. Rostrum long ; ploural spines at least on somites 1 and 2. 


e. Pleural spines on all somites. J 

ee. Somites 4 and 5 without pleural spines. C 

eee. Somites 3, 4, and ft without pleural spines . F 


Reference. 

Milne-Edwards, A., & Bouvier, K. L. 1909. Reports on the Results of Dredging 
under the Supervision of Alexander Agassiz in the Gulf of Mexico etc. U.S. Survey 
Steamer Blake. —XL1V. Los Peneides et StAnopides. Mem . Mus. Cmwp. Zool. 
Harvard, xxvn, 3, pp. 181-274. 
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The Fishes of the Bangweulu Region. By C. K. Ricardo-Bertram 
(Girton (College and Zoological Laboratory, (Cambridge). 


(With 2 Toxt-iigur^s) 


Intro miction. 

Between duly 1936 and February 1937, Miss R. J. Owen and the writer were 
studying fishes in Lake Rukwa in 'Tanganyika Territory and in the Bangweulu 
Region in Northern Rhodesia. The collection from Lake Rukwa has already been 
described (Ricardo, 1939), and the present paper is an account of the fish from the 
Bangweulu Region. Both collections are deposited in the British Museum (Natural 
Hist >ry). 

The first part of the* paper gives a brief description of the region and the fish 
fauna, including the geographical distribution and habits of the different species. 
The second part contains detailed taxonomic and ecological notes on each of the 
fifty-two species represented in the collection. The members of the family Cichlkhe 
were identified by Miss Owen and the rest of the* families by myself. The taxonomic 
work includes descriptions of five new species. 

AcfoiwrU j (I(j<uH('nts.-- We should like to take this opportunity of thanking all the 
people who helped and advised us during our expedition ; in particular Colonel and 
Mrs. Gore Browne 1 , of Shiwa Ngandu , Mr. Jalland, then Provincial Commissioner 
at Kasarna ; Mr. R. Bush and Mr. T. Fox Pitt, then District Commissioners at 
Chinsali and Mpika ; the Misses Gam well and Mr L. Smith, of Abercorn. Among 
those who helped us in England, before and after the expedition, we should particularly 
like to record our thank« to the late Dr. C. Tate Regan, F.R.S., then Director of 
the British Museum (Natural History), to Mr. d. R. Norman and Dr. E. Trewavas, 
of the British Museum ; Professor *]. Stanley Gardiner, F.R.S., and Professor 
J. Gray, F.R.S., of the Zoological Laboratory, Cambridge ; Dr. E. B. Worthington, 
Director of the Freshwater Biological Association ; and Mr. M. Graham, of the 
Fisheries Laboratory, Lowestoft. 


Part T.—GENERAL DESCRIPTION OF THE REGION AND ITS FAUNA. 

Physical geography. 

The Bangweulu Region is the source of the Congo River and it has been defined 
by Worthington (1933 b , p. 35) as the whole of the drainage basin of the Luapula 
River above the Mambututa Falls. These falls, situated in 12° 17' S. and 29° 15' E., 
form a partial barrier across the river and separate to some extent the aquatic 
fauna of the Bangweulu Region from that of the lower Luapula and the rest of 
the Congo. The most important waters of the Bangweulu Region are Lake 
Bangweulu itself, together with its vast area of swamps, the Chambezi River and 
its tributaries, and the upper part of the Luapula River which is the main outlet. 

Lake Bangweulu is a large shallow lake lying at an altitude of 1,100 metres 
(3,600 feet) and with an area of open water 60 miles in length and 40 miles in width. 
There are several islands, the largest of which is Chilui Island lying just at the edge 
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of the swamps at the south-east end, while Chisi and Mbahala Islands are out in 
the open water. Only on the western side are there definite shores, and on the 
whole of the eastern and southern sides the lake* merges gradually into the great 
swamps that cover many hundred square miles. 



The Chambesi is a large river that rises just to the south of Lake Tanganyika 
and winds over the Northern Rhodesian Plateau for about 300 miles before it finally 
runs into Lake Bangweulu from a north-easterly direction. It never actually goes 
into the lake, but flows through the swamps to the south and finally joins up with 
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the Luapula River, which drains the whole area from the south end. This river 
flows first in a southerly direction, then swings round and rims north over the 
Mumbatuta Falls into the Lower Luapula and Lake Mweru and finally into the 
Congo. 

The main tributaries of the Chambezi River are, the Luansenshi, Lukulu, 
Mansya, Luwu, Chozi and Mumfuwe Rivers. (There is another Lukulu River 
that runs into the south-east corner of the Bangweulu Swamps.) The tributaries 
of the Luapula above the Mumbatuta Falls are the Luombwa, Mlembo and 
Mulnyengashi Rivers. 

Lake Young is a small lake, about 4 miles long and 1 mile wide, which lies at an 
altitude of 1,400 metres (4,000 feet). Jt is drained into the Chambezi by the 
Mansya River. 

The positions of these waters can be seen on the map on page 1S4. In addition 
to the direct connection by the Luapula River, there may also bo or there may have 
been in the past, other connections between Lake Bangweulu and the Chambezi 
River on the one band and the Lower Luapula River and Lake Mweru on the other. 
Some of the rivers on the west side of Lake Bangweulu come close* to the easterly 
tributaries of the Luapula River, and the Luansenshi River of the Chambezi system 
rises near to the head waters of the Kalungwisi River, which runs into the east side 
of Lake Mweru. 

The Bangweulu Region also lies near to the Zambesi system. Several of the 
tributaries of the Luapula (Congo system) come veiy close to the* head waters of the 
ivafue and Luangwa Rivers, both belonging to tin* Zambezi system. Worthington 
(1933 a, p. 288) says that Captain Pitman observed a direct communication between 
the Luangwa and Luapula Rivers. On the divide between the two systems there 
is a small lake draining into the Luangwa in dry weather, hut which, during the 
rains, also has an effluent running west into the Luapula Worthington also points 
out that the watershed between the Luapula and Kafuo River is swampy and that 
it may be sufficiently wet to allow the passage of certain kinds of fish. Even if the 
connections at the present time are small and scarce, it is clear that a very small 
change in levels or increase in rainfall would have large and far-reaching effects 
on the drainage and water connections of this region. 

History of investigations. 

The first fishes in this region wore collected by Mr. F. H. Melland and the Rev. 
Father Foulon from Lake Bangweulu. The collection, containing 24 species, was 
sent to the British Museum (Natural History) in London, where it was worked out 
by Boulenger (1905). Further collections were made later by Mr. Melland and 
added to those already in the Museum. The lake, and particularly the Luombwa 
River, has also been visited by Belgian naturalists, who sent their specimens to 
the Congo Museum at Tervueren. These are described by Poll (1933) and David 
and Poll (1937). In 1931-32 Captain Pitman made collections over a large area 
of Northern Rhodesia. His fishes were identified and described by Worthington 
(1933 5), and interesting notes on the distribution of the different species are given 
by the collector (Pitman, 1934, pp. 315- 328). By 1937 the number of fishes recorded 
from the Bangweulu Region, including the Luombwa River, was 55. During our 
expedition in 1936-37, we collected fishes in Lake Bangweulu, the south-east part of 
the Swamps, the Chambezi River up to the Chilolo confluence, the Mansya River 
and Lake Young. Our collection contains about 600 specimens, representing 
52 species, 32 genera and 13 families. Fivo of the species are new to science and 
13 had not previously been recorded from the Bangweulu Region. 

The fish fauna. 

There are now 67 species recorded from this region. These are listed below, 
together with notes on their geographical distribution. 

IS* 
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Table of species. 


Species. 


Bangweulu * 
Region. 


Congo 
system f 


Zambesi 

system 


(me. Lake (inc. Lake 
Tanganyika). Ny asa). 


Moemyripj:. 

Mormyrops dehciosus .JP (C) 

Petrocephalus simus . P (C, Bs) 

Marcusenius s tappersh ... P (Bs, L) 
Marcusenius discorhynchns P (C, Bs, B, L) 
Qnathonemus mowteiri .... P (C, Ch, Bs) 
Qnathonemus macro- P (M, C, Bs, L) 

lepidotus 

Mormyrus caballua . P (C) 

Mormyrus longirostris .... P (C, B) 

Kmbuiidjb. 

Kneria auriculata . P (Y) 


Chabacipje. 

Brycon&thxops microstoma 
var. boulengeri. 

Alestes macrophthahnus . . 

Alestes liebrechtsn . 

Alestes imberi . 


Alestes grandisquamis 
Mioralestes acutidens ? 

Petersius rhodesiensis 
Hydrocyon lineatus . . 


ClTHARINIPiE. 
Distiehodus maculatn w 
Na?inocharax minutus , 

Cyfrinidae. 

Barilius neavii . 

Barbus trimaculatus . . 


P (M, C, Ch, B, L) 
P <L) 

P (C, Bs, L) 

P <C, Ch, B, L) 

P (M) 

E ? (C, Bs, B L) 
P (C, Bs, B) 


P (C, Bs, B, L) 
E (Bs) 


P (M, C) 

P (C, B, L) 


Barbus paludinosus . P (C, B, L) 


Barbus eutsenia . P (M, C, L) 


Barbus multilineatus . P (Bs, L) 

Barbus vemayi . P (Bs, L) 

Barbus lomee . E (Y, M) 

Barbus banguelensis . P (Bs, L) 

Barbus unitsnniatus . P (C, Bs, L) 

Barbus barilioides . P (Bs, L) 

Barbus brevidorsalis .P (Y, L) 

Barbus lineomaculatus ... P (L) 

Barbus owense . E (B) 

Barbus haaseanus . P (Bs, L) 

Barbus macrotsenia . P ? (L) 

Labeo altivelis . P (C, Ch) . 

Xsobeo simpsoni . E (C) 

Labeo darlingi . P ? (L) 


West Africa. 

Ogowe, Senegal, 
Chad, Niger. 

Lake Rukwa. 

Lake Rukwa, Rovuma 
River, Lake Ngami. 

Lake Rukwa. 


— Muza River (Mozam¬ 

bique). 

— Cameroon. Caboon. 


Rovuma and Quanza 
to Limpopo River. 

Nile, W. Africa, 
Limpopo River. 

Nile and Tropical 
Africa. 


Malagarazi River. 

P Transvaal, Zululand, 

S. Angola. 

P E. and S. Africa from 

Abyssinia to Angola, 
Orange River, 
Natal. 

P Lake Kivu, Malaga¬ 

razi River, Angola, 
Transvaal, 
p — 

— Angola. 

P (N only) — 

— Angola, Transvaal, 

Zululand, Natal. 

P — 

P — 

P E. African Rivers. 


E(Nonly) — 

P — 

P Limpopo River. 


* In column 2 the localities within the Bangweulu Region from which the various species 
are recorded are shown in brackets. 

Y* Lake Young. M—Mansya River. C=Cbambezi River. 

Ch—Lake Chaya. Be—Bangweulu Swamps. B * Lake Bangweulu. 

L ~ Luombwa River. 
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Table of species (cont.). 


Species. 

Bangweulu * 
Region. 

Congo 
system f 
(me. Lake 
Tanganyika). 

Zambesi 
system 
(inc*. Lake 
Nyasa). 

Elsewhere. 

Baobidjc. 





Auchenoglants occidental™ 

V ((', Ch, B) 

r 

- 

Nile, Lake Rudolf, 
Lake Albert, Chad, 
Niger, Senegal. 

Chryaichthys mabuai . 

P (C, Ch. B) 

P 


- 

SCHIUBKID^E. 





Eutropins banguHen*is . . . 

P (Ch. B) 

P 

_ 

_ 

Schilbe mystus . 

P (C, Bs, L) 

P 

P 

Nile and Tropical 
Africa. 

Olaiuidac. 





Heterobranchus longifilis . . 

P (M) 

P 

P 

Nile, Orao. Niger, 
Lake Albert. 

('laria .s qariepiuu* . 

P (C, B, L) 

P 

P 

Angola, S.E. Alnea. 

China* mosaambicn* ... . 

P (B, L) 

P (T only) 

P 

East Afriea, Abys¬ 
sinia, Lake Victoria, 
Lake Kivu. 

China* mellandi . 

P (C. Bs, L' 

P 

P (N onlv) 

—■ 

China* stappertm . 

P (C) 

P 


- — 

China* youngicua . 

E (Y) 


— 

— 

China* bythipoqon . 

P (B) 

P 


Cameroon, Ogowe, 
Calabar. 

China* t he odorw . 

P (C, Bs, B, L) 

P 

P 

Angola, Natal, Zulu- 
land, Lake Ngami. 

Mochochid/e. 





Synodonti* nigromaculatu*. 

P (C, Bh, B) 

P 

P 

— 

Synodontis ornatipinnis. . . 

P (C. L) 

P 


Angola. 

Euchilichthy* guentheri . . . 

P(C) 

P 

— 

— 

Cyfrinodontld.®. 





Aphicheilichthy* ni oeruenai* 

P (Y. C. Bs, L) 

P 


— 

Aplocheilichthys katangie . . 

P (C, Bs, L) 

P 

— 

— 

Cichjlidae. 





Tylochro mis bangwelenai *. . 

P(C, Bs, B, L) 

P 

— 

— 

Tilapia macrochir . 

P (C, Bs, B, L) 

P 

P 

— 

Tilapia melanople/ura .... 

P (C, Bs, B, L) 

P 

P 

W. Afriea, Zululand, 
Bochuanaland. 

Tihipm sparrmanii . 

P (Y, M, C, Bs, 

B. L) 

P 

P 

Angola, Booh uana- 
land, Natal. 

Haplochromi* phihimh r 
diapersu* 

V (Y, M, C, Bs, 
B.L) 

P 

P 

Angola, Transvaal, 
Bechuanaland. 

Sargochromvi rnclhmdi .... 

P (C, B, L) 

P 


Angola. 

Serranochromis angusticep* 

P T (L) 

P 


— 

Serranochromis kafuensis . . 

P (M, C, Bs) 

P ? 

P 

Mossamedes, Lake 
Ngami ? 

Serranochromi* thnmbergi . 

P (M, C, Bs, L) 

P 

P 

Angola, Lake Ngami. 

A NAB ANTI DAS. 





Ctenopoma multiapini* .. 

P (C, Bs, L) 

P 

P 

Bechuanaland. 

Ctenopoma nanum . 

P(L) 

P 

— 

Ogowa. 

Ctenopoma ctenotis . 

P (Bs, L) 

— 

P 

Lukuga River. 

Mastaoumbbud^:. 





M astacembelus signatu* .. 

E (C, B, L) 


— 



+ Where the species is recorded from either Lake Tanganyika or Lake Nyasa, but not from 
the rest of the Congo or Zambesi systems, the letters (T only) or (N only) are shown in columns 


3 and 4. 

t P=present, but not endemic. 


E—endemic to the Bangweulu Region. 
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Affinities of the fauna. 

The geographical distribution of the species is now studied to discover the 
affinities of the fauna as a whole. Such a study should show the extent to which 
the Bangweulu Region is separated from the main part of the Congo system by 
the Mumbatuta Ralls, and whether fish from other drainage systems have also found 
their way into the Region. All the data are given in the table above. This shows 
that there are six, and possibly seven, species peculiar to the Bangweulu Region, 
which means that the endemicity is about 10 per cent. The true value is probably 
lower, because three of the endemic species belong to the family Cyprinidse, and 
parts of this family, particularly the genus Barbuu, are in need of revision. Further 
work will probably show that many of the species of this genus previously thought 
to be endemic in various regions are really referable to more widespread species. 

Among the species which occur also in other regions, 57 (or 93 per cent.) are 
found in some part of the Congo system below the Mumbatuta .Falls Those figures, 
together with the low endemicity, suggest that either the Falls do not form a barrier 
between the Bangweulu Region and the Luapula River to many species, or that 
these Falls have onty recently come into existence. Of the 57 species, however, 
21 are not found in the Luapula River and its affluents (see Poll, 1933, and David 
and Poll, 1937, p. 282), suggesting that there may have been other connections 
between the Bangweulu Region and the rest of the Congo system. The distribution 
of all species within the Congo system is given in detail in the two papers referred to 
above. They show that among the 21 species occurring in the Bangweulu Region, 
but not recorded from the Luapula system, three are found in Lake Mweru, four in 
the Lualaba River, seven in both Lake Mweru and the Lualaba, four in the Lower 
Congo, and three from the Tanganyika drainage basin (including the Malagarazi 
and Lukuga Rivers). The data at present available thus appear to make it necessary 
to postulate water connections in the past between the Bangweulu Region and 
Lake Mweru, and probably also with lower parts of the Congo system. It has been 
pointed out eailier (page 185) that the head waters of the Kalungwisi River, which runs 
into Lake Mweru, lie very close to the source of the Luansenshi River which drains 
into the Chambezi River. It seems very probable that there may have been direct 
connections between the two areas across these rivers. It is hard to see where a 
direct connection with the Lualaba River could have occurred. It seems probable 
that further investigations will show that species from this river and other parts 
of the Congo system are also present in Lake Mweru or the Luapula River. 

If the distribution of the 61 non-endemic species in the Bangweulu Region is 
further examined, it is found that 34 or possibly 35 species (56 per cent.) are present 
in some part of the Zambezi system. Thirty-one of these are found also in the 
Congo system. Among the remaining four, one is found in the Zambezi only, 
two are in the Zambezi and South Africa, and one is only in Lake Nyasa, but thus 
is a doubtful record. The fact that there is a large number of fishes common to 
both the Bangweulu Region and the Zambezi system was pointed out by Worthington 
(1933 a, pp. 286-9, and 6, pp. 35-7), who shows that 16 out of the 37 species then 
recorded from the Bangweulu Region were common to both Congo and Zambezi 
systems. Further, he shows that 14 were found only in the Congo, two only in the 
Zambesi, and five were endemic. Later collections have borne out these results, 
and, in spite of the number of records being nearly doubled since Worthington’s 
figures, the proportion of the non-endemic fauna which is present in both Congo 
and Zambezi systems remains the same (50 per cent.). 

The distribution of these fishes shows that there must have been, or must still be, 
a connection between the Congo and Zambezi systems. Although much of the 
region between the two areas has not been extensively surveyed and there is little 
detailed information about levels, it appears that there is no permanent connection 
at the present time. Pitman, however, found one place where tributaries of the 
Luapula and Luangwa were in communication during the rainy season. It is 
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probable that there are more such connections, both in this area and in other places, 
whero the headwaters of the two systems lie close together, or where the watersheds 
are swampy. 

There is no evidence from the fish fauna of a direct connection with Lake Nyasa. 
There are only three species common to the Bangweulu Region and Lake Nyasa 
which are not also found in other parts of the Zambesi system. Two of these are 
known in the Congo and one is a doubtful record. Further, there are several species 
from the Zambezi in the Bangweulu Region which do not occur in Lake Nyasa 
itself. 

According to David and Poll (1937, pp. 283-4) the Zambezi system contributes a 
very large proportion of the fauna in the Bangweulu, Luapula, and Lake Mweru 
Regions. Their figures show that the combined region of Bangweulu and Luapula 
has nearly twice as many fish from the Zambezi as from the Congo, that Lake Mweru 
has slightly more from the Zambezi, and that the Lualaba has nearly four times 
as many from the Congo as from the Zambezi. Since Pitman’s (see Worthington, 
1933 6) and the present collections do not hear out that such a high proportion of 
Zambezi forms exist in the Bangweulu Region, it appears that the Zambezi specimens 
are mostly in the Luapula River. This suggests that the main connection between 
the Congo and Zambezi systems in this region was west of Lake Bangweulu, below 
the Mumbatuta Falls, and probably through the southern and western tributaries 
of the Luapula River. 

To summarize : the fauna of the Bangweulu Region contains few endemic 
species. Most of the remaining species are found m some part of the rest of the 
Congo system. Not all of these have been recorded from the Luapula River, the 
present effluent from Lake Bangweulu into the Congo River, which suggests that 
there may formerly have been other connections between the Bangweulu Region 
and the Congo. The presence in the Bangweulu Region of a large number of fish 
known also from the Zambezi suggests water connections between the Zambezi and 
Congo systems. A small connection between the Luangwa and Luapula Rivers has 
actually been observed by Pitman. The evidence from the fish fauna is that the 
main connection was probably between the tributaries of the Zambezi and the 
Luapula below the Mumbatuta Falls. Before the distribution of the species on 
the Congo-Zambezi watershed can be fully understood, more information is needed 
of the fish in the Zambezi tributaries. 

Distribution of species within the Bangweulu Region. 

The Bangweulu Region covers a large area and contains a great variety of 
different water conditions. There are large and small rivers, both slow and fast 
running. There are hundreds of square miles of swamp country consisting of thick 
reeds, intersected by narrow channels of dear water. Finally, there is the large 
expanse of open water of Lake Bangweulu itself. (The different parts of the Region 
visited by us are described in greater detail on pages 192-195.) Within this large 
region, variations in the fauna are to be expected. Unfortunately, there are few 
collections from much of this country, and, apart from Captain Pitman’s collection, 
there is usually little information about the exact locality in which any fishes were 
caught. The data at present available are summarized in the second column of 
the table on pages 186-187. 

Of the total of 67 species, all but 13 are found in the Chambezi River, the 
Bangweulu Swamps or the lake. There are five spocies recorded from the Luombwa 
River only. Although some of these may be doubtful records (see pp. 205, 206, 213, 
215), this river has 35 other species in common with the Chambezi-Bangweulu area, 
showing that it is fundamentally a part of this region. Lake Young and the Mansya 
River also contain eight species not found elsewhere in the region. 

Our own collections give detailed information about the distribution of fishes 
in the Mansya River between Lake Young and the Chambezi. Although the Mansya 
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River forms a direct connection, our collections showed that there were only six 
species in Lake Young, whoreas there are over 40 species in the Chambezi. It was 
known that there were waterfalls on the Mansya which flows swiftly and drops 
700 feet in 50 miles. We decided, therefore, to walk along the river and find out 
which of these falls was effective in limiting the distribution of fish. During this 
journey it was impossible to make full collections at each place, and much of the 
information was obtained by questioning natives. The results of actual collection 
are shown in the table on page 194. 

About three miles above the confluence with the Chambezi River there are rapids 
which are said to form a barrier to some species of fish, particularly the larger cichlids 
and mormyrids. The Gnatkonemvs , Ahstes, Hvlerobranchus , Tilapia , and Serrano - 
chromis recorded from the Chambezi River were all taken below these rapids. 
Further upstream come the Senkele Falls, with a drop of about 10 feet, and these 
form a fairly effective barrier to the movements of fish. Above these falls only a 
few Chambezi species are said to occur, and our collections contained only Bariiius 
and Barbus eutwnia from that river. Between these falls and the next we also 
collected two species (a Bryconivihiopa and a M icralestes) , neither of which genera 
had previously been recorded from the Bangweulu Region. One further species, 
otherwise endemic in Lake Young, was also taken in this stretch. The next falls 
have a sheer drop of 20 feet through a narrow rocky valley, and these must form a 
complete barrier to the fish. Upstream of these falls only the fish found in Lake 
Young are present. 

In spite of all these falls, there are three species in Lake Young that are also 
found in several other parts of the Bangweulu Region. It may be that these have 
passed the barriers coming from the Chambezi, or that they penetrated into the 
lake before the falls were formed. It is also possible that they came into the lake 
from a different source, perhaps by the Mansya River above Lake Young, or by a 
tributary of this river. It is hard to explain the presence in the stretch of water 
between the two largest falls on the Mansya River of two species not found elsewhere 
in the Bangweulu Region. It seems probable that further collections will show that 
they are really more widespread in their distribution. 

It is certain that more detailed investigations are needed into the presence and 
distribution of fishes in the Bangweulu Region, particularly in the upper parts of the 
Chambezi system. These should show not only the local distribution, but should 
also give information as to where connections with the Zambezi system may have 
been. 


Ecology of the fishes. 

Except for three months spent on Lake Young, we were travelling more or less 
continuously while in the Bangweulu Region, so that it was impossible to do much 
detailed ecological work, and only a small proportion of the fish caught could be 
examined carefully. It has been possible, therefore, only to give a few indications 
of the life of the fish in the region. The following descriptions are based on data 
collected during visits to the upper part of the Chambezi River in September and 
November and a month (end November to end December) spent in the lower part 
of the Chambezi, the Bangweulu Swamps and Lake. 

In studying the distribution of the different species, it at once becomes apparent 
that there are two distinct types of fauna, one in the swamps and one in the more 
open waters. The fauna of the swamps is the simpler and may be considered first. 

Suximps. 

The most important fishes are the mormyrids, the cichlids, the catfish Clarias 
and several small species of Barbus . Thus, there is not a great variety of speoies, 
but the few that are present are found in enormous numbers. The swamps form a 
very uniform environment, offering few different kinds of habitats for the fish, 
and most of the speoies live in the narrow channels among the weeds. The mormyrids 
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feed largely on insects, including water-beetles, but some had ehironomid worms in 
their stomachs, showing thflt they also live on the fauna of the bottom mud. Most 
of the oichlids seemed to be f eeding on vegetable matter, but two, Serranochromis spp., 
are predators, probably feeding on sniali lish and fry. Chinas is omnivorous and is 
an important scavenger. The food chains in the swamps, therefore, are simple, 
as the number of different species is small and the fish feed mainly on the weeds 
and insects of the environment, and do not depend to any large extent on one 
another for food. 

Open waters. 

It is clearly impossible to make a definite distinction between swamps and open 
water, and many of the lish occur in both regions. In this paper, however, the 
term k open water 5 is used to cover any part that is not swamp, and includes the 
Chambezi River, Lake Bangweulu, and Lake Young. Except for Lake Young, which 
is considered separately, the fauna of the open waters has a much larger variety 
of fish than that of the swamps, and most of the species in the list on pp 180- IS7 
are represented. The environment also is less uniform, so that there are a number 
of different habitats for the fish. At the edges of the rivers and the lakes there are a 
number of ciehlids, mormyrids, Kynodontis and Alestes spp,, and these are feeding 
oil the weeds and the fauna living among them. Most of those fish are also found 
away from the shore, particularly the Alesh's , which is very abundant in the open 
part of Lake Bangweulu. Although there are no data, it seems probable that some 
of the Alestes are feeding oil the plankton and form the link in the food chain between 
the plankton and the large predatory fishes. Other species common in the open 
water are the tiger-fish Hydrocyon , the butter-fish tichilbe, and the cat-fishes, 
Auchenoglanis, ('hrysichthys , and Clarias , and probably one or more species of 
i iehlids. Hydrocyou and Schilbe are both true predators feeding on the smaller 
species in the lakes and rivers. A ucheuoglams , (\hrysichthys , and ('larias are probably 
all omnivorous and feed on whatever they can find, including worms, insects, insect 
larvae, and fish. The ciehlids, with the exception of Sermuochromis spp. which 
are predators, feed either on weeds, vegetable debris or phytoplankton. In this 
region, therefore, the food chains are more complex than in the swamps, as there 1 is a 
greater variety both of fish and of sources of food, and the fish are dependent on one 
another to a greater extent. 

Lake. Young. 

Lake Young has few species in its lish fauna, only three, Tilapia sparnnanii , a 
new Clarias , and a small Aplochcilichthys , being common. The Tilapia. is extremely 
abundant, and was taken in large numbers round the edge of the lake. It feeds, 
like many species of 7 ihipia , mainly on phytoplankton and pieces of weed, but a 
few stomachs were found to contain remains of small fish. The ( larias is also 
common, and is the only predator in the lake, feeding mainly on small fish and tad¬ 
poles. The Aplochcilichthys is probably abundant, but appears to be restricted to 
the* weeds round the shores. 

There were considerable changes in the distribution of the Tikipio within the 
lake during the seven months we spent working in this region. During July, August 
and early September the fish appeared to live, scattered over the whole lake. 
Although large numbers were caught near the shore, these were all small specimens, 
and they were rarely seen in the very shallow water. Examinations of the gonads 
Hhowed that none of these fish were breeding. Unfortunately we were away on 
Lake Rukwa from mid-September to mid-November, but on our return the con¬ 
ditions were strikingly different. Large numbers of fish were congregated round 
the edge of the lake, the majority of which were much larger than any previously 
seen, and they were all found to be breeding. 

The breeding habits of many cichlid species are of great interest. They differ 
markedly from the habits of most other families in that there is usually some degree 
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of parental care of the eggs and young fry. Sometimes the eggs and fry are carried 
in the mouth, or they may he guarded in nests. There is much variation in the 
habits even among Tilapia species, many of which have not yet boon studied, and 
little was known about 7 ilapia xparrmanii . 

Tn Lake Young, from November until we left the lake in January, large numbers 
of the Tilapia were congregated in the shallows, particularly where there was a 
sandy bottom. In these places the surface of every patch of sand was covered 
with ciicular depressions about 18 inches in diameter, hollowed out by the fish. 
Spawning probably occurred in these depressions, most of which contained clusters 
of greenish eggs. Each nest was continuously and actively guarded by one, or both, 
of the parents, who darted out and drove off any strange fish that dared to approach. 
No young fry were seen in any of the nests, but they were abundant in shoals round 
the extreme edge of the lake and in the grassy pools on the shore. Neither eggs nor 
young fry were seen in the mouths of adult fish, and it is therefore believed that this 
form of parental care does not exist in this species. 

Apart from the information from Lake Young, very little is known about the 
breeding habits of fish in the rest of the Bangweulu Region. The main breeding 
season is said to be during the rains from November to March or April. In early 
December most of the specimens examined in the Chambezi River, the swamps 
or Lake Bangweulu were breeding, showing that at that time the season was well 
started. There are no other data about habits, and none of the cichlid fish were 
seen with nests, nor with eggs or fry in their mouths. 

Part II.—DETAILED DESCRIPTIONS OF THE FISH. 

Description of the localities in which the fish were caught. 

The Bangweulu Region covers a very large area, so that we were not able to 
see the whole of it. During the five months that w T e were working in Northern 
Rhodesia, most of the time was spent at Shiwa Ngandu, and only about six weeks 
on the Chambezi River and Lake Bangweulu. 

(1) Chambezi River .—The Chambezi River was visited at a number of places 
between the confluence of the Chilola River and Lake* Chaya, a distance of about 
120 miles (in September, November and December). Tt is a large, wide river that 
flows fairly swiftly, but is easily navigable in canoes in either direction. The depth 
varies considerably ; in some parts there may be 7 metres or more of water, 
while in others there are occasional shallow rapids only a foot or two in depth, as 
at the Safwa Falls. Down most of its length the river flows through bush country, 
but there is generally an expanse of grassland of varying width on either side, in 
most places the banks are steep, but wherever there is slack water or lagoons, reeds 
and papyrus and typical swamp vegetation are usually found. Beyond Lake Chaya 
the banks begin to get lower and more indefinite, the amount of swamp vegetation 
increases, the main channel breaks up into a number of rather indeterminate branches 
and the river gradually merges into the swamp. (Stations 209, 210, 211, 212, 250, 
251, 252, 260 ; for details see station list on page 194.) 

Lake Chaya is a small lake lying on the eastern side of the Chambezi, just at the 
edge of the swamps. It is about four miles long and is uniformly shallow, with a 
depth of 4 to 4J metres. Most of the edges are swampy and indeterminate, but 
on the northern side there is a definite shore, where Mimkunta’s village is situated. 
(Stations 261, 262.) 

(2) Swamps. We travelled about 80 miles in the swamps (in November and 
December) on the way from the Chambezi to Chilui Island and back, but this was 
only in the south-eastern corner of the great swamp area. The water seemed to be 
uniformly shallow in this region, about 3 or 4 feet in depth. The vegetation 
consists of dense masses of rushes, reeds and other swamp plants, intersected by 
endless small channels and lagoons, either of clear water or filled with water lilies. 



fishes of the bangweitltt region. 


193 


There are occasional islands rising out of the swamps, and these vary from being 
rather denser vegetation, where it is possible for a few people to land without sinking 
the island, to areas of real dry land with trees and villages. In all this region there 
is no distinct boundary between dry land and swamp and swamp and open water. 
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On our route the swamps began near Lake Chaya and continued right across 
to Chiiui The southern and eastern sides of the island, including the village 
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Station list. 


Station. 

Locality. 

Equipment. 

2 

3 

Shiwa Ngandu, Lake Young, off Upper Mansya River. 

2-m. gill-net. 

7 

11 

,, ,, ,, ,, off Chitondwo. 


12 

,, „ ,, ,, off Upper Mansya River. 

Upper Mansya River, about \ mile from lake. 

3-in. gill-net. 

14 

Pond-net. 

Hi 

Lake Young, off Upper Mansya River. 

3-in. gill-net. 

17 

Upper Mansya River, about 200 yds. from lake. 

2-in. gill-net 
(short length). 

20 

Lake Young, off Upper Mansya River. 

Dredge. 

22 

„ ,, near Katete River. 

,, 

23 

„ ,, off Katete River. 

2-in. gill-net. 

30 

» II M M M 

,, ,, off Upper Mansya River. 

Dredge. 

31 

Pond-net. 

32 

, . 4 11 fr 

33 

»» „ ,, ,, „ 

Dredge. 

34 


Line. 

38 

,, ,, South end of lake. 

3-in. gill-net. 

43 

n ,, ,, „ 

Dredge. 

70 

Katete River, about £ mile from lake. 

Pond-net. 

80 

Lake Young, off Upper Mansya River. 

(Stations 2-43 from 30 July to 24 August, 1936. 

,, 70 and 80 on 30 December 1936 and 14 January 

1937.) 

3-in. gill-net. 

200 

Mansya River, above all waterfalls. 

2-in. gill-net. 

201 

„ „ above Chuswa Falls. 

Lines. 

202 

,, „ above 2nd falls. 

Pond-net. 

203 

„ ,, pool below Namundela Falls. 

204 

„ ,, below Namundela Falls. 

Lines. 

205 

„ ,, Senkele (a) above Falls. 

(6) below „ 

»» 

206 

„ „ near confluence with Chambezi. 

Long line. 

207 

„ „ „ „ „ „ t in lagoon. 

2-m. gill-net. 

208 

,♦ »» „ „ „ „ in river. 

,, „ 

209 

Chambezi River, above Safwa Falls. 

Wuwa poison. 

210 

„ „ by Safwa Falls. 

2-in.&3-in. gill-nets. 

211 

,, „ below Safwa Falls. 

Lines and trolling. 

212 

”(200~212| 4-12 September 1936.) 

Long line. 

250 

Chambezi-Chilola confluence. 

Native gill-nets. 

251 

Chilola River, about 1 mile from confluence. 

Native gill-nets. 

252 

Chambezi-Chilola confluence. 

(260-252, 13-15 November 1936.) 

Bought of natives. 

260 

Chambezi River at Munanga, in lagoon. 

3-in, & 4-in. gill-nets. 

261 

Lake Chaya, Munkunta. 

2-in. & 3-in, gill-nets. 

262 

3-, 4r & 5-in. gill-nets. 

263 

Bangweulu Swamps, fish-camp between Nsalushi and Matongo 
Islands. 

Bought of natives 
(nets and traps). 

264 

Bangweulu Swamps, Chilui Island, Matipa. 

Bought of natives. 

265 

» 99 99 99 9f 

2-in. gill-nets. 

266 

99 99 9% 99 99 

Lake Bangweulu, Chilui Island, Muchinchi, by weeds. 

Bought of natives. 

267 

5-in. gill-net. 

268 

,, »» ,, „ „ 

Bought of natives. 

269 

„ „ Chisi Island. i 

»» »* »» 

270 

,, „ Chilui Island, Muchinchi. 

2-in. & 3-in. gill-nets. 

271 

** .* »» »» *» 

Bangweulu Swamps, Panyo, near Chisale, on path * from the 
river in the sky \ 

(260-272, 4r-20 December 1936.) 

2-in. gill-net. 

272 

Hands. 

402 

Lake Chila. 

(January 1937.) 

Small seine net. 
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of M&tipa, must still be considered to be in the swamps, but the northern and western 
shores faoe directly on to the open water of Lake Bangweulu. (Stations 263, 264, 
265, 266, 272.) 

(3) Lake Bangweulu. The only part of Lake Bangweulu that we were able to 
visit was at the south-east end between Chilui and Chisi Islands. The distance 
between the two islands is about 4 miles, and over this stretch the water was 
about 4 metres in depth. Analyses of samples sent to the Government Chemist 
show that the water was fresh and contained only small quantities of mineral salts. 

On the north side of Chilui Island the shore slopes very gradually and there are a 
certain amount of reeds growing in the shallow water. On Chisi Island, however, 
the shore is steeper, and in most places the edge of the lake is clear. At the south¬ 
west point of the island it is surprising to find a small patch of bare rocks standing 
out of the water about 50 yards from the shore. These appeared to be formed of 
limestone, and wore the first sign of any rock that had been seen since the Chambezi. 
(Stations 267, 268, 269, 270, 271.) 

It must be remembered that these descriptions are based on the appearance of 
the places towards the end of the dry season, and that they probably look very 
different during and after the rains. In this region the rainy season generally 
begins early in December and lasts till April. 

Lake Young is rather shallow, with a maximum depth of about 8 metres. The 
entire edge is swampy, and is fringed with grasses, roods and water lilies. There 
are several small streams running into it, the main ones being the Katete, Chitondwe 
and Mansya. (Stations 2 to 80.) 

The Mansya River runs through Lake Young and connects it with the Chambezi 
River. It is a narrow, fast-running river flowing in a west-north-westerly direction 
from the lake to the Chambezi River. (Stations 200 to 212.) 

Arrangement of data for each species. 

Taxonomic. 

These data are from the study of the preserved specimens that were brought 
back to the British Museum (Natural History) :— 

(1) The name of the species is given, together with the author’s name. Where a 
description is not included in Boulenger’s ‘ Catalogue ’ (1909-1916), reference is 
made to the paper in which the fish is described. The native (Chiwemba or Chiwisa) 
name is also attempted. 

(2) The specimens in the British Museum previously collected from the Bangweulu 
Region are mentioned, also the specimens in the Congo Museum at Tervueren, where 
they are of particular interest. Details of the specimens in this Museum are given 
by Drs. David and Poll (1937) and Poll (1933). 

(3) The specimens preserved by the present expedition are enumerated, together 
with their lengths, the localities in which they were caught, and the station numbers. 
This is followed by taxonomic details of the specimens. Five new species have been 
described, one species has been redescribed and two nominal species have been 
amalgamated into one. For the rest of the species, notes have been made to show 
where they differ from the descriptions (in these cases the relevant part of the 
description is quoted in brackets for comparison). Occasionally the specimens 
from the Bangweulu Region are compared with those from other regions in connection 
with the geographical distribution of the species. 

Ecological. 

These data are from notes made in the field :— 

(4) Notes are made on the abundance of the fish, the localities in which they 
were caught, and the distribution of the species in the lake. A station list, showing 
the methods of fishing used at each station and descriptions of the different localities, 
has already been given above. 
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(5) The results of examinations of stomach contents are given to show what the 
fish had been eating. 

(6) Examinations of the gonads were also carried out and the sex and develop¬ 
ment were noted. The stages of development were recorded as follows : undeveloped, 
quiet, starting, ripening, ripe and spent. 

(7) The colours of the living fish were described. 

xV ote,s on measurement of length. 

Tn identifying and describing the specimens, the length is taken from the tip of 
the snout to the base of the caudal fin (i.e. standard length). Where lengths of 
specimens are given in figures in the taxonomic parts, these are measured in 
millimetres in two parts : (1) from the end of the snout to the base of the caudal 
fin, and (2) from the base to the tip of the caudal fin. 

In the ecological parts, however, the field measurements are given, and these 
were recorded in centimetres as the length from the end of the snout to the tip of 
the caudal fin to the nearest centimetre below the actual length. In order to give 
true values, therefore, 1*0 cm. has been added to the upper limit wherever a range 
of lengths is shown. 

Mormyridae. 

Mormyrops deliciostjs (Leach). ‘ Mukonka 

This species had not previously been received from the Bangweulu Region, 
though it is widespread in its distribution. 

Only a single small .specimen (215420mm.) was seen, and this was taken in a 
native fish poisoning in the Chambezi River, station 209. 

All the Mormyridae are a dull grey in colour. 

Petrocephalus simits Sauvage. ‘ Luwuwu J , ‘ Buohere \ 

15 specimens in the British Museum from the Lukulu River, Bangweulu Region, 
collected by Pitman; 14 specimens (52 + 11 to 110+20 mm.) were caught in the 
Chambezi River and the Bangweulu Swamps ; one (75 mm.) from station 209, 
two (52 to 60 mm.) from station 252, and 11 (55 to 110 mm.) from stations 266 
and 268. 

These specimens are typical except that the eye is rather large : eye 3J to 4 
times in length of head (instead of 4J to 4J times in the types). There are also 
several places where small modifications to the description must be made to include 
the new fish : eye 1J to 1J times in interorbital width (1| times) ; dorsal rays 
21-28 in number (24-28) ; length of dorsal fin slightly less than, equal to or slightly 
greater than its distance from the caudal fin (equal to or slightly greater) ; and 
caudal peduncle 2\ to 3£ times as long as deep (3 times). 

Worthington (1933 b, p. 37) has pointed out that this species is difficult to 
separate from the closely related species P. bovei (Cuv. & Val.). The separation is 
also made harder because some of the fish in the British Museum appear to have 
been wrongly identified. After examining the types of the two species in the Paris 
Museum, I am convinced that they must be kept distinct, and a table is given bdow 
to show the main differences. 


Species. 

Typo 

locality. 

Length 
of body 
over* depth. 

Length 
of head. 

Length of 
dorsal over * 
its distance 
from caudal. 

Caudal 
peduncle, 
length 
over* depth. 

JP. frimu# ... 

Ogowe 

2{-3 

4* 

>1 

31-3* 


P, bovei ... 

Nile 

3*-3* 


<1 

21-2* 



i,e,, divided by. 
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The proportion of the length of the dorsal fin to its distance from the caudal fin 
is very variable, and, as shown above, the specimens from the Bangweulu Regions 
alone have the fin longer than, equal to and shorter than its distance from the caudal. 
The remaining three characters (the depth of the body, the size of the head and the 
depth of the caudal peduncle), however, appear to be good distinguishing characters, 
and, using these for separation, the specimens of both species in the British Museum 
wore examined. No changes were made in any named P. simus, but of the 12 
specimens named P. bovei only two from the Rosetta Nile and Gambia appear to 
be true P. bovei , and the remaining 10 from Kaedi, Senegal, must be considered to 
belong to P. simus. 

There are no eoological data, as this species was not separated from young of 
Marcusenius in the field. 

Marcusenius stappersii Boulenger (1915, p. 162 ; see ref. 1920). ‘ Mupuma \ 
‘ Luwuwu 

This species was collected from the Bangweulu Region by Dr. Fritz Haas, but 
it is not represented in the British Museum collections. There are specimens from 
the Luombwa River at Tervueren ; 46 specimens (33+4 to 65 (-10 mm.) were col¬ 
lected from the Bangweulu Swamps, station 266. 

These fish appear to bo identical to those collected by Haas and described by 
David (1936, p. 72). Since the original description was very brief and was based 
on a single specimen (65 mm.) * from the Lukinda River, Lake Mweru, and since 
David only makes a few r numerical additions to cover Haas’s fish, it is thought 
that a fuller description of the present specimens would be of use. It- has not been 
possible' to see either the type or Haas’s fish, as they art* at Tervueren. The following 
description is based on 12 specimens (34+4 to 65 f 10 mm.). 

Depth of body 3.1 to 3f limes in length, length of head 3$ to 4J times. Head 
just over 1 to lj times as long as deep and l§ to If times as long as wide ; snout 
rounded, 3 k to 44 times in length of bead ; eye 1 to 14 times in length of snout-, 
2J to 2§ times in interorbital width and 5J to 6 times in length of head ; mouth 
34 to 5 times in length of head ; teeth small, 7 to 8 in each jaw ; nostrils rather 
nearer eye than end of snout. Dorsal 15 to 17 (17 to 19 given by David), above 
4th to 9th ray of anal, 2 to 2J times in its distance from head. Anal 21 to 24, 
equally distant from base of pelvic and base of caudal or a little nearer latter, 
If times in its distance from head and If. to 1 \ times as long as dorsal. Pectoral a 
little shorter than head and If to twice length of pelvic. Caudal with pointed 
lobes. Caudal peduncle 2 \ to 3£ times as long as deep, j to nearly once length 
of head. 45 to 55 scales along lateral line, in transverse series on body, -—q 

in transverse series between dorsal and anal, 12 round caudal peduncle. Greyish 
brown in colour, lighter beneath. (This description differs from Boulenger’s original 
one in the following three characters : caudal peduncle twice as long as deep, 
f length of head ; scales 43 along the lateral line.) 

Ecology. —There are no field notes on this species, as it was not distinguished 
from Petrocephalus or the other Marcusenius in the field. A number of the preserved 
specimens, however, have been examined. Twelve of the larger fish were opened; 
all but two were preparing to breed, and three of these were females with ripening 
ovaries. Four stomachs were examined ; one contained alg®, cladocerans, copepods, 
heads of coleopterous larvae and other insect remains ; two contained largely 
cladocerans, insect remains and a few nematode worms; and one contained 
ostracods in addition to cladocerans and inseots. 

Marcusenius discorhynohus (Peters). ‘ Chimpumwe ’, ‘ Chipumamabwe 
‘ Luwuwu ‘ Ntongwe ’. 

Three specimens in the British Museum from Lake Bangweulu, collected by 
Melland ; 9 specimens (105 + 18 to 154 f-28 mm.) were collected from the Chambezi 

* To the end of the middle rays of the caudal fin. 
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River, the Bangweulu Swamps and Lake Bangweulu : one (110 mm.) from station 
209; 6 (110 to 154 mm) from stations 263 and 266, and 2 (105 to 110 mm.) from 
station 268. 

These specimens fit into the description except that the following head measure¬ 
ments are slightly different: length of snout 3J to 4 times in length of head (3£ 
times) ; eye 1J to If times in interorbital width (If times). In one specimen of 
140 mm. there are only 25 rays in the dorsal fin (30-36), but in all other characters 
it appears to be typical. The interorbital in the specimens from Lake Rukwa is 
also rather wide. 

Ecology .—This fish was not at all common and was always caught in the same 
localities as the more abundant Gnatho7iemus spp. One specimen of 15 cm. was 
a female with a ripe ovary, but there are no other data about either breeding or 
feeding habits. 

Gnathonemus monteiri (Gunther). ‘ Lombolombo \ * Muntesa *, ‘ Nchesu’, 
‘ Nkupe \ 

One specimen in the British Museum from Lake Bangweulu, collected by Melland ; 
7 specimens (99+20 to 250+40 mm.) were collected from the Chambezi River, Lake 
Chaya and the Bangweulu Swamps : one (173 ram.) from station 252, one (223 mm.) 
from station 261, and 5 (99-250 mm.) from stations 263, 264 and 266. 

These fish are typical, except that in the largest specimens (225 to 250 mm.) the 
eye goes 2f times into the length of snout (2 \ to 3 times), the anal fin is rather nearer 
the caudal than the pelvic fin (equally distant), and the caudal peduncle is 2$ to 3 
times as long as deep (3 times). In the two smallest fish the teeth are conical (teeth 
notched). 

Ecology. This species was not distinguished from the following one in the field, 
so that all ecological data are based on both species and are considered later. 

Gnathonemus macrolepidotus (Peters). ‘ Muntesa ’, 1 Lombolombo \ 

Three specimens from Lake Bangweulu in the British Museum, collected by 
Melland, and many from the Lukulu River and Changola, collected by Pitman ; 
29 specimens (60+10 to 260+35 mm.) were collected from the Mansya River, the 
Chambezi River and the Bangweulu Swamps : one (178 mm.) from station 207, 
two (143 to 260 mm.) from station 251, 21 (60 to 95 mm.) from station 252, and 5 
(65 to 185 mm.) from stations 263, 264 and 266. 

All these specimens fit into the description except the largest, which is too deep 
in the body and has too long a dorsal fin, as shown by the following figures : depth of 
body 3f times in length (3f to 4 times), dorsal fin with 27 rays (23-25), and length 
of dorsal fin twice in its distance from the head (about 2\ times).. The number of 
scales along the lateral line is high, 62-66 (50-69), in common with all the previous 
specimens from N. Rhodesia. There are 12 scales round the caudal peduncle. 

Ecology.—Gnathonemus spp. are abundant in this region and were seen in large 
numbers in Lake Chaya and the Bangweulu Swamps. A few were also taken in the 
Chambezi River. At practically every station where Gnathonemus was caught 
both species seemed to be represented. These fish are important from an economic 
point of view, as they are rich in oil and provide a valuable supply of food for the 
natives. 

The range of lengths for 40 specimens was from 12 to 56 cm., and the weight 
of 9 (25 to 31 cm.) was from 130 to 180 gm. The gonads of 13 fish were examined 
and they were all developing. Ten (22 to 30 cm.) were females, 9 with ripening or 
ripe ovaries, and one with its ovary spent, while the remaining 3 (32 to 49 cm.) were 
males with ripe testes. 

Examination of 5 stomachs showed that the fish had been feeding among weeds 
and near the bottom, as they contained insect remains, chironomid worms, pieces of 
weed and vegetable debris. 
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Mormyrus caballus Boulenger. ' Lombolombo 

This species had not previously been recorded from the Bangweulu Region, 
but it was known from the Upper and Lower Congo. One small specimen 
(77 + 10 mm.) was collected from the Chambezi River in a native fish poisoning, 
station 209. 

With specimens of this size it is impossible to distinguish this species from the 
closely related M. ovis Boulenger, also from the Upper Congo, even though the 
types of the two species were examined at Tervueren. Most of the measurements 
for separation depend too much on the size of the fish to be of any use, but examina¬ 
tion of the numbers of rays in the dorsal and anal fins, the position of the dorsal 
with regard to the pelvic fins and the number of scales below the lateral line in 
transverse series in the new specimen suggest that it is M. caballus. There are, 
however, 10 scales round the caudal peduncle, as in M. oris , instead of 12-14, as in 
M. caballus. 

Mormyrus longirostris Peters. ‘ Lombolombo ', * Chipalala k Mbuwu \ 

Two specimens from Lake Bangweulu in the British Museum, collected by 
Melland ; 2 specimens (2104-28 to 300 j 45 mm.) were collected in the Chilola River, 
stations 251 and 252. 

These specimens fit into the description except that the eye is slightly small 
and there are too many dorsal rays. The measurement for the eye into the inter¬ 
orbital width is 1} to 2 times (1£ times), but this figure depends on the size of the 
fish, and may reach as much as three in large specimens from Lake Nyasa. The 
new fish have 70 79 rays in the dorsal fin, and Mellands have 78 -82 rays (65-75), 
but this seems to be a variable character within the species, as specimens from Lake 
Nyasa have only 63-64. (Worthington, 1933 a, p. 297.) 

Ecology. —This fish does not seem to be common, and only 5 were seen, 2 small 
ones from the Chilola River and 3 very large ones (63 to 68 cm.) from the Bangweulu 
Swamps at Matipa. Like all the mormyrids, it contains large quantities of oil and 
fetches high prices in the dried fish trade. 

One fish (63 cm.) weighed 2*5 kg. The gonads of the two largest fish were 
examined and they were both males starting to breed. 

Two stomachs were examined and found to contain chironomid worms, remains 
of other insects and larvae, shrimps, pieces of weed and vegetable debris. 

Kneriiuje. 

Kneria aitriculata (Pellegrin). 

There are no previous records of this family from the Bangweulu Region. A 
single specimen (49 f 11 mm.) was collected in the Upper Mansya River about a mile 
above where it runs into the north-east end of Lake Young, station 14. 

This fish appears to be similar to the specimens in the Congo Museum from 
Katanga, described by Poll (1933, p. 116) as Xcnopomatichihys . The number of 
scales along the lateral line is rather high, 90-92, but Poll has shown that this 
number is variable and ranges in different localities from 60 to 90, and that some of 
the specimens from near Elizabethville have from 85 to 90. Dr. Trewavas (1936, 
p. 65) suggests that this variation is so large that the species should be subdivided 
into subspecies and that the group containing the highest number of scales comes 
near to K. polli Trewavas from Angola. There are specimens of both species from 
Elizabethville at Tervueren, and until these can be examined it is thought, best to 
regard the present specimen as K. auriculata. 

Characidae. 

Bryconaethiops microstoma boulengeri Pellegrin. 

This speoies had not previously been recorded from the Bangweulu Region. 
Two small and badly damaged specimens (78 to 79 mm.) * from the Mansya River, 
station 205. 

* Without caudal fina. 
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These fish appear to be typical except that the eye is rather small: eye 3£ times 
in length of head and its diameter is slightly less than the length of the snout. The 
description says that the eye goes 2| to 3£ times into the length of head, but since 
the present specimens are small, it is clear that their eye is proportionately smaller 
than in most specimens. In specimens from Elizabethville at Tervueren the diameter 
of the eye is slightly greater than the length of snout. 

The larger of the specimens was a female with a ripening ovary. It was 
surprising to find that such small fish were mature, because members of this species 
grow to a much larger size (up to 150+25 mm.). 

Alestes macrophthalmits Gunther. k Mobanse \ ‘ Lumanse ’. 

Two specimens from Lake Bangweulu in the British Museum, collected by 
Melland ; 5 specimens (125+35 to 240+50 mm.) were collected from the Mansya 
River, Chambezi River, Lake Chaya and Lake Bangweulu ; one from each of the 
following stations : 206, 252, 261, 268 and 269. 

All the specimens fit into the description. 

Ecology. This fish is abundant in the Bangweulu Region, particularly where there 
is open water, but it was rarely seen in the swamps. It is caught in considerable 
numbers in the open lake by native fishermen using lines baited with dragonfly and 
other nymphs. 

The range of lengths for 43 specimens was from 16 to 40 cm., and the weights 
of 8 fish (26 to 40 cm.) were from 160 to 580 gm. 

The gonads of 4 specimens (33 to 40 cm.) were examined : all the fish were 
females, 3 with ovaries starting to develop and one with the gonad spent. 

Examination of 7 stomachs showed that these fish were fowling mainly on pieces 
of weed, beetles and other insects. 

In colour it is silvery all over the body and the fins are grey. 

Alestes liebrechtsii Boulenger. 

There is one specimen at Tervueren from the confluence of the Luapula and 
Luombwa Rivers, but there are none from this region in the British Museum or in 
the present collection. 

Alestes imberi Peters. ‘ Lumene ’, ‘ Lusaku ’. 

One specimen from Lake Bangweulu in the British Museum, collected by Melland ; 
3 large (150+ ? to 160+35 mm.) and 7 small (50+15 to 100 +20 mm.) specimens 
collected from the Chambezi River and the Bangweulu Swamps : one (150 mm.) 
from station 211, one (100 mm.) from station 251, 7 (50 to 155 mm.) from station 252 
and one (160 mm.) from station 266. 

These fish are all typical. 

Ecology. This species is very common all over the region, particularly in the 
more open water, and it was sometimes seen in shoals at the edge of rivers. 

The range of lengths of 16 specimens was from 12 to 22 cm., and the largest 
weighed 100 gm. The gonads of 5 fish (17 to 22 cm.) were examined and they were 
all females with ripening or ripe ovaries. One fish of only 12 cm. from the Chilola 
River also had a ripe ovary. 

One stomach contained pieces of weed. 

In colour it is silvery with a large black spot on the caudal peduncle. 

Alestes grandisqijamis Boulenger. ‘ Mutungulwe ’, * Chipama * ‘ Mutula ’ 

* Talala *. 

One speoimen from Lake Bangweulu in the British Museum, collected by Melland, 
and there are specimens at Tervueren from the confluence of the Luapula and 
Luombwa Rivers ; 5 specimens (90+ ? to 265 + 55 mm.) were collected from the 
Chambezi River and Lake Chaya: one (90 mm.) from station 209, three (95 to 
105 mm.) from station 252, and one (265 mm.) from station 262, 

These fish are typical. 
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Ecology. This AleMes does not seem to be very common, though small specimens 
were seen swimming at the edges of rivers. They can easily be distinguished in the 
field from the other two species as the caudal fin, and often the underpart, of the 
body are bright pink. 

The range of lengths for 8 specimens was from 0 to 34 cm. There are no data 
about feeding or breeding habits. One stomach was filled with kassava, but this 
had probably been thrown into the river by natives for bait. 

? Micralestes aoittidens (Peters). 

No Micrahstes previously recorded from the Bangweulu Region ; 2 small and 
badly damaged specimens (58 }- f to (13+ 1 mm.) from the Mansya River, station 205. 

These fish were bought off small native boys, and are so badly damaged that if. is 
impossible to identify them with certainty. 

PeTERSIITK RHODES!ENSIS, Sp. UOV. 

Depth of body 4 to 4i times in length, length of head 4 to 4J times. Head twice 
as long as broad, considerably longer than deep, lower jaw projecting slightly beyond 
snout ; snout shorter than eye, which is '1\ to 2£ times in length of head ; inter- 
orbital width about 3 times in length of head ; maxillary extending to below anterior 
border of eye ; outer praemaxillarv teeth 4 to 0, alternating with those of inner 
row, 8 in number ; 6 to 8 teeth in lower jaw. Gill rakers short. If) to 17 on lower 
part of anterior arch. Dorsal 11 8, originating behind vertical of base of pelvic, 
at equal distance from anterior border of eye and from caudal. Adipose fin very 
small. Anal TIT lb to 17. Pectoral a little shorter than head, not quite reaching 
pelvic. Caudal deeply forked. Caudal peduncle J\ to 2 times as long as deep. 
Scales 33-3(5 M, U between lateral line and root of pelvic. Silvery, with a darker 
lateral hand. 

This species is very close to P. f4t.tigp.miH Lonnberg from the Tanga River, Usam- 
bara, Tanganyika (two of the types are in the British Museum), hut differs in having 
a longer and thinner body and fewer scales in the vertical series across the body. 

This description is based on 4 specimens collected from the Chambezi River, 
the swamps and the edge of Lake Bangweulu : one from station 252, two from 2(5(5 
and one from 268 (33+ 0, 33 f9, 42 + 12 and 43 t 1- nun. respectively). The 
description should probably include 14 specimens (45 to 50 mm.*) at Tervueren 
from the confluence of the Luapula and Luombwa Rivers (David and Poll, 1937, 
]>. 210). These have been named P. tavgensis , but they are similar to the present 
specimens in that they have a long thin body (depth 4 to 4J times in length). There 
has not been an opportunity of examining these fish, but. it is probable that they 
belong to this new species and are distinct from P. Uvngensis. 

Petersius, sp. ? 

There are also 4 small specimens (17+5 to 24+7 mm.) collected from the Chambezi 
River, station 252. These are very similar to the species described above, but 
the body is less elongated and there are fewer scales both in the horizontal and 

vertical series. (Scale count 26, , 1 L) 

Hydrocyon un e a tils Bleeker. Tiger-fish. k Manda * Mchene \ 

There are 6 specimens in the British Museum from the Bangweulu Region, four 
collected by Melland and two by Pitman ; 4 specimens (190+50 to 390 + ? mm.) 
from the Chambezi River and the Bangweulu Swamps : one from each of the stations 
207, 209, 250 and 266 (200 mm., 240 mm., 390 mm. and 190 mm. respectively). 

They all fit into the description. 

Ecology. This species is common wherever there is open water, but it was rarely 
seen in the swamps. It was caught in considerable numbers both in nets and by 
trolling in the Chambezi River, Lake Chaya and Lake Bangweulu. 

♦ To median rays of caudal fin. 
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The range of lengths for 19 specimens was from 24 to 61 cm., and four (34 to 43 cm.) 
weighed from 340 to 690 gm. Unfortunately it was impossible to weigh the largest 
fish, but they must have been about 2 to 2*5 kg. Much larger specimens, up to 16 kg., 
are said to have been caught in the Luapula River (Pitman, 1934, p. 317). 

The gonads of many of the fish were examined, but almost all were undeveloped. 
One speoimen of 69 cm. was a female with a ripe ovary. 

This fish is a fierce predator and is important in the economy of the lakes and 
rivers, as it feeds on the smaller fish and helps to control their numbers. A large 
number of stomachs were examined ; most were empty, but the rest contained 
fish remains. 

In colour it is yellow with a series of longitudinal black stripes, and the caudal 
fin is usually bright red. 

ClTHARINIDAE. 

Distiohodits maculattts Boulenger. ‘ Luwalwe \ ‘ Lukase ’, 4 Chika malunshi \ 

There are 6 specimens from the Bangweulu Region in the British Museum, one 
collected by Melland and the rest by Pitman ; 8 specimens (67+16 to 225+50 mm.) 
were collected from the Chambezi River, the Bangweulu Swamps and Lake Bang¬ 
weulu : 4 (67 to 113 mm.) from station 209, one (225 mm.) from station 250, 
2 (128 to 163 mm.) from station 266 and one (153 mm.) from station 268. 

These fish are similar to those collected by Melland,and they all fit into Boulenger’s 
description except that the interorbital width is rather narrow : eye lj to 1§ times 
in interorbital width (2 to 2\ times). Worthington (1933 6, p. 39) pointed out that 
Pitman’s specimens were also narrow in the interorbital ; eye 1| to 1| times in the 
interorbital width. These fish were also rather deep in the body, depth 2| to 
2| times in length, and the spots on the sides were very indistinct. The present 
specimens are about the usual depth, 3 to nearly 3£ times in length (3 to 3J times), 
and the body is silvery grey with quite well marked dark spots. The colour is lighter 
underneath and the tips of the fins are pink. 

Ecology . This fish is quite common in the Chambezi River, and large numbers 
of small specimens were taken in a fish poisoning near the Safwa Falls. Only very 
few large fish were seen, two of these were from the Chambezi, two from Matipa 
in the swamps and one from Muchinchi on Lake Bangweulu. 

The range of lengths for 8 specimens was from 8 to. 29 cm., and the 4 largest 
(20 to 29 cm.) were females with ripening ovaries ; 4 stomachs were empty and 
one was filled with pieoes of weed. 

This fish is silvery grey in oolour with dark spots on the sides. 

Nannooharax minutus Worthington (1933 6, p. 40). 

10 specimens in the British Museum collected by Pitman from a swamp near 
the Luombo River ; 2 specimens (26+5 to 27+6 mm.) collected from the Bangweulu 
Swamps, station 266. 


Cyprinidab. 

Babxlius nea vn Boulenger. 4 Kasonsomya 

No Bariliu8 previously recorded from this region, but there are specimens in the 
British Museum from a mountain stream near Petauke, Zambesi System. 

Four specimens (54+14 to 103+ ? mm.) from the Mansya and Chambezi Rivers : 
the 3 largest from station 204 and the smallest from station 209. 

These fish were mostly bought off small native boys and are badly damaged, 
but they appear to belong to this species, though they differ in having slightly 
shorter fins and a greater number of dark bars on the side of the body. They are 
also very similar to the closely related species B. ubangensis Pellegrin from South 
Cameroon and Upper Congo, and it may be that further material will show that the 
two species are merely local variations of one more widespread form, 
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Barbus trimaculatits Peters. ‘ Mushipa 

25 specimens from the Bangweulu Region in the British Museum, collected by 
Pitman ; 21 specimens (49 +15 to 90+25 mm.) from the Chambezi River and the 
edge of Lake Bangweulu, 20 from station 252 and one large one from station 268. 

These fish fit into the description, except that the dorsal spine is long and the 
caudal peduncle is sometimes rather deep : dorsal spine a little longer to 1£ times 
as long as head (f to once as long) and caudal peduncle 1J to twice as long as deep 
(If to twice). The dorsal spines of some of Pitman’s specimens are also longer 
than in the description, but they are not as long as in the new fish. 

Barbus paludinosits Peters. 

There are 39 specimens from the Luombwa River in the British Museum, collected 
by Pitman ; 6 specimens (37 \ 13 to 69+ 21 mm.) collected from the Chambezi River 
and the edge of Lake Bangweulu : two (50 to 52 mm.) from station 252 and four 
(37 to 69 mm.) from station 268. 

These fish are typical except that the dorsal spine is rather long, 1 to 1J times 
as long as head (as long as or a little shorter than head, rarely a little longer) and 
longer than in Pitman’s specimens of the same size. The, specimens from Lake 
Rukwa also have rather long spines. 

Barbus eut^enia Boulenger. ‘ Mushipa *. 

One specimen from the Bangweulu Region in the British Museum collected by 
Pitman ; 3 specimens (75+ ( to 122 | f mm.) collected from the Mansya River, 
station 204. 

These fish fit into the description. 

Barbus multilineatus Worthington (1933 b , p. 44). ‘ Bwelele ’ ' Kasenga ’ *. 

18 specimens from near the Luombo River in the British Museum, collected by 
Pitman, and there are specimens at Tervueren from the Luombwa-Luapula 
confluence ; 26 specimens (24 }7 to 34 + 10 mm.) collected from the Bangweulu 
Swamps, station 266. 

Many of these fish are larger than the type specimens, but they fit into the 
description except that the head is sometimes rather small : head 3| to 4 times in 
length (3f to 4 times). 

Barbus vernayi Nichols & Boulton (1927). 

There are 56 specimens at Tervueren from the Luapula-Luombwa confluence, 
but none in the British Museum ; 13 specimens (25+8 to 30+9 mm.) collected from 
the Bangweulu Swamps, station 266. 

A new description of the species is given by David and Poll (1937, p. 217), and 
is based on specimens from 40 to 43 mm. The present specimens are, therefore, 
slightly smaller, and they differ from the description in the following respects : 
depth of body 3f to 4£ times in length (instead of 3 to 34 times) ; dorsal spine 1 to 
1J times in length of head (U to 11 times) ; caudal peduncle 2 to 2J times as long as 
deep (almost twice) ; scales 28 to 32 along lateral line (29 to 32) and 12 to 14 round 
caudal peduncle (12). 

Barbus lorn as "I", sp. nov. 

Depth of body 3£ to 4 times in length, length of head 3$ to 4£ times. Snout 
rounded, as long as or slightly shorter than eye, which is 3 to 31 times in length of 
head ; interorbital width 2£ to 3 times in length of head ; mouth small, terminal, 
3 to 3£ times in length of head ; two barbels on each side, anterior | to onoe as long 
as eye, posterior 1£ to If times. Dorsal III 7 (8 in one specimen), about equally 

* These names seem to be applied to any small species of fish, 
t The speoifio name is in honour of Mrs. Gore Brown. 
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distant from posterior border of eye and base of caudal, border straight; last simple 
ray not enlarged or serrated, f to as long as head. Anal Ill 5, not reaching caudal 
Pectoral } to f length of head, not reaching pelvic ; base of pelvic below dorsal. 
Caudal forked. Caudal peduncle 1| to twice as long as deep. Scales radiately 
striated, 26 to 28, 21-3 botween lateral line and pelvic, 12 round caudal 

peduncle ; lateral line complete. Dark above, yellowish beneath ; fins grey ; a 
series of black spots along the side of the body, connected by a dark lateral streak ; 
the spots may sometimes be rather indefinite in the streak, and all but the last two 
are above the lateral line. 

This description is based on ten specimens (17+5 to 54+14 mm.) from Lake 
Yoimg and the Mansya River : the largest from the Katete River, station 70, six 
(17 to 36 mm.) from the edge of Lake Young, stations 20, 22, 30, 31 and 43, and 
three (24 to 36 mm.) from the Mansya River, station 204. 

This species comes near to B. Uneowaculatvs Boulenger from the East African 
rivers, but differs in having a rather larger eye, only seven branched rays in the 
dorsal fin and fewer scales along the lateral line. It is also very similar to Barbus 
luluae Fowler, but differs in having fewer dorsal rays, a thinner caudal peduncle 
and different markings. 

Barbus banuuelensis Boulenger. 

There is one specimen from Lake Bangweulu in the British Museum, collected 
by Melland, and 20 from near the Luombwa River, collected by Pitman ; 13 speci¬ 
mens (45+16 to 81+21 mm.) collected from the Bangweulu Swamps, station 266. 

These fish seem to be similar to Pitman’s specimens except that they all have 
eight branched rays in the dorsal fin instead of seven to eight. Worthington (1933 a, 
p. 304) shows that specimens from Lake Nyasa all have eight rays. 

Barbus unitaeniatus Gunther. 1 Bwelele ‘ Mushipa 

29 specimens from the Luombwa River and three from the Chambezi System 
in the British Museum, collected by Pitman ; 4 specimens (25+7 to 39+11 mm.) 
collected from the Chambezi River and the Bangweulu Swamps, the three smallest 
(25 to 29 mm.) from stations 209 and 252 and the largest from station 266. These 
fit into the description and are similar to Pitman’s specimens. 

There are also 21 (31+9 to 40 + 12 mm.) collected from the edge of Lake 
Bangweulu, station 268. These apparently belong to the species B. unitaeniatus , 
but differ from the other specimens in having a narrower interorbital width, a longor 
body and very few dark markings. 

Barbus bakilioides Boulenger. 

This species had previously been recorded from the Luombwa River (David and 
Poll, 1937, p. 220), but the only specimens in the British Museum are the types 
from the Solwezi, Zambezi System, collected by Melland; 12 specimens (24+8 to 
37 +12 mm.) collected from the Bangweulu Swamps, station 266. 

These fish are typical. 

Barbus brevidorsalis Boulenger (1915, p. 167 ; see ref. 1920). 

30 specimens from near the Luombo River in the British Museum, collected by 
Pitman; 14 specimens (19+4 to 33+8 mm.) from the edge of Lake Young, Shiwa 
Ngandu, stations 20, 22, 30, 31 and 43. 

These fish are similar to Pitman’s specimens, but they all differ from the description 
in having 7 instead of 6 branched rays in the dorsal fin. 

Barbus lineomaculatus Boulenger. 

There are specimens from the Luombwa River at Tervueren, but none from the 
Bangweulu Region in the British Museum or in the present collection. 
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Barbus owenae *, sp. nov. 

Depth of body 4 to 41 times in length, length of head about 4 times. Snout 
rounded, shorter than eye, which is 2to just over 3 times in length of head ; inter¬ 
orbital width 3 to 3£ times in length of head ; mouth very small, terminal, about 
4\ times in length of head ; a single small barbel on each side, which is \ to § diameter 
of eye. Dorsal 111 8, equally distant from base of caudal and anterior border or 
centre of eye, border slightly concave ; last simple ray not enlarged or serrated, 
once to 1 times as long as head. Anal III 5, not reaching caudal. Pectoral § to 
| length of head, not reaching pelvic ; hast* of pelvic below dorsal. Caudal very 
deeply forked. Caudal jjeduncle 21* to 3 times as long as deep. Scales radiately 
striated, 29 to 32 in longitudinal series, 2to2i between lateral line and pelvic, 

12 round caudal peduncle ; lateral line incomplete, with tubules only on anterior 
5 to 10 scales. Silvery in colour, darker above ; scales on the back with dark edges, 
and scales along lateral lin:* series often dark at the base : a dark lateral streak 
sometimes with black spots ; a black spot at the base of dorsal and anal fins ; a dark 
streak along underside of caudal peduncle. 

This description is based on 13 specimens (28+9 to 37 | 12 mm.) collected 
from the edge of Lake Bangweulu, station 208. The new species comes near to 
B. royvrsi Boulonger from Angola, the Upper Zambesi and Lake Nyasa, but differs 
in having a longer, thinner body, an incomplete lateral line and a different scale 
formula. 

Barbus uaaseanus David (193(5, p. 73). 

Four sj)ccimens have previously been collected from the Bangweulu Region, but 
there are none in the British Museum ; 8 specimens (18 | 5 to 21+0 mm.) collected 
from the Bangweulu Swamps, station 200. 

These fish seem to be typical, but the description must be enlarged in certain 
characters to include them : depth of body 3i to 4 times in length (4 times), length 
of head 3J to 3J times (3U times) ; snout about jj diameter of eye (shorter than 
eye), which is 2 \ to 3 limes in length of head (3 times) ; dorsal 111 8 (11 8) and 
anal Til 7 (II 7) ; scales 34 to 30 in longitudinal series (35 to 30), 14 round caudal 
peduncle. 

Barbus macrot^enia Worthington (1933 a, p. 305). 

There is one small specimen at Tervueren from the Luombwa River which has 
been recorded as this species bv David and Poll (1937, p. 222), but they are doubtful 
whether it is similar to the single type specimen from Lake Nyasa. 

There art* no ecological data for any of the Barbus because the species were not 
differentiated in the field. 

Labeo altivelis Peters. ‘ lnanga ‘ Pumbu \ 

Eight specimens from the Bangweulu Region in the British Museum, four collected 
by Melland and four by Pitman ; 3 specimens (185 f { to 280 f 65 mm.) from 
the Chambezi River and Lake Cl my a : one from each of the stations 209, 251 
and 262. 

These fish fit into the description except that the largest is too deep in the body 
and too wide in the interorbital: the measurements for these characters in the 
new specimens are : depth of body 2J to 3J times in length (3 to 3J times) and inter¬ 
orbital width If to just over twice in length of head (2 to "1\ times). 

Ecology. This fish is fairly common in the Chambezi River and Lake Chaya, 
but it was never seen in Lake Bangweulu or the Swamps. 

The range of lengths for 11 specimens was from 18 to 33 cm., and the five largest 
(29 to 33 cm.) weighed from 300 to 400 gm. 


* The specific name is in honour of Miss B. J. Owen. 
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The gonads of 6 large specimens were examined, but all were undeveloped 
except one fish of 28 cm. which had a ripe ovary ; 6 stomachs were examined, but 
they were all empty. 

In colour this fish is greenish on the back, paler underneath and has pink spots 
on the sides and pinkish fins. 

Labeo simpsont *, sp. nov. ‘ Lukunyu \ 

Depth of body to 4£ times in length, length of head 4 to 4£ times. Head 
1J to 1J times as long as broad ; snout rounded, strongly projecting beyond mouth, 
longer than postocular part of head ; eye supero-lateral, in second half of head, 
5i to 6£ times in length of head, to 3 times in interorbital width ; width of 
mouth If to twice in length of head ; rostral flap and posterior border of lip feebly 
denticulated ; inner surface of lips with numerous feeble transverse plicae ; a small 
barbel hidden in folds of skin ; snout with numerous tubercles. Dorsal II 10, 
equally distant from end of snout and base of caudal; the last simple and anterior 
branched rays greatly prolonged, If to twice as long as head. Anal II 5 ; longest 
ray f to nearly once length of head. Pectoral f to a little longer than head, not 
reaching pelvic, the 1st ray of which falls under 5th branched ray of dorsal. Caudal 
deeply forked. Caudal peduncle If to If times as long as deep. Scales 34, 

3 between lateral line and root of pelvic, 12 round caudal peduncle. Dark grey 
above, whitish beneath, with rather indistinct dark lateral band ; edges of scales 
dark; fins grey. 

This description is based on two specimens (134+40 to 250+68 mm.) from the 
Chambezi River, station 209. A third specimen (86 mm.) was also taken at this 
station. 

This species is very near to L. annectens Boulenger, from Cameroon, Ogowe and 
Upper and Lower Congo River, but differs in having a longer head and very long 
rays in the dorsal fin. In the prolongation of the dorsal rays the new specimens 
resemble the closely related species L. ckariensis Pejlegrin from Cameroon, Gold 
Coast and Lower Congo River, and this is the main distinguishing character between 
L. ckariensis and L. annectens . In some species of Labeo , notably L.forskalii Riippell 
and L. percivali Boulenger, the long dorsal rays have been shown to be a secondary 
character found only in adult males. If further work shows that in many species 
the dorsal fins of the males do become prolonged, it may be necessary to reorganize 
some of the species that have been separated on this character. Until further 
material is forthcoming, however, it is thought best to consider the specimens from 
the Chambezi River as a separate species. 

Labeo darungi Boulenger. 

There is one specimen at Tervueren from the Luombwa Riv^r, but it differs 
slightly from the original description based on specimens from the Zambesi and 
Limpopo Rivers. This specimen is very similar to those described above, and it is 
possible that when it is possible to examine the Luombwa specimen, it will be found 
to belong to the new species. 


Bagbiuab. 

Auohenoglanis oocidentalis (Cuvier & Valenciennes). 4 Mbowa ’, ‘ Mboko- 
boko \ 

One specimen from Lake Bangweulu in the British Museum, collected by Melland; 
7 specimens (32+8 to 336 +60 mm.) collected from the Chambezi River, Lake Chaya 
and Lake Bangweulu ; one (83 mm.) from station 209, one (105 mm.) from station 
260, one (336 mm.) from station 251, one (286 mm.) from station 262 and three 
(32 to 128 mm.) from station 268. 

These all fit into the description. 

* The specifio name is in honour of the late Mr. Charles Simpson. 
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Ecology .—These fish are common in the more open water, and a few were seen 
in the swamps. It is said to be abundant in the open part of Lake Bangweulu, 
where it is fished by the natives on a large scale. 

The range of lengths for 7 specimens was from 4 to 54 cm., and the largest was a 
male with a developing gonad. 

One stomach was examined and was empty. 

This fish is usually grey in colour, with large round dark spots on the sides and fins. 

Chrysichthys mabusi Boulenger. ‘ Chiminanjiri ’, k Mafusa 

A single specimen from Lake Bangweulu in the British Museum, collected by 
Melland ; 4 specimens (38-j 10 to 275 +70 mm.) from the Ohambezi River and Lake 
Chaya : the smallest from station 209, one (250 mm.) from station 212, one (260 mm.) 
from station 252, and one (275 mm.) from station 262. 

These are similar to Midland's fish, but the description, which is based on a single 
specimen (220+50 mm.), must be enlarged as follows to include the new specimens : 
length of head 3 to 3J times in length of body (3 times) ; eye 54 to 6 times in length 
of head (6 times), 2 to 2J times in interorbital width (2| times) ; nasal barbel a little 
shorter to 1A times as long as eye (shorter), maxillary barbel \ to f length of head (J), 
and outer mandibular barbel | to \ length of head (f) ; gill rakers 14 to 16 (16) ; 
dorsal spine If to twice in length of head (U times), longest soft ray 1J times (a 
little shorter than head) ; anal II-III 7-8 (II 7) ; caudal peduncle 1A times as long 
as deep (1$ times). 

Ecology. —Only a few of these fish were seen, but it is probably common in the 
more open water. Specimens were caught in the Ohambezi River and Lake Chaya, 
and several large ones were seen from the open part of Lake Bangweulu. 

The range of lengths for 8 specimens was from 5 to 56 cm., and one (50 cm.) 
was a female with a ripening ovary. 

Three stomachs were examined : one was empty, one contained fish remains 
and one was filled with 12 snail shells. 

This fish is greenish in colour. 


SCHILBEIDAJS. 

Eijtropiits bang Helensis Boulenger. * Lupata \ 

A single specimen in the British Museum from Lake Bangweulu, collected by 
Melland ; 1 specimen (220 +55 mm.) collected from Lake Chaya, station 262. 

This fish fits into the description except that all the barbels are a little long. 

Bchilbe mystijs (Linnaeus). ‘ Lupata \ 

17 specimens from the Bangweulu Region in the British Museum, one collected 
by Melland and the rest by Pitman ; 3 specimens (100+ '( to 1954 29 mm.) collected 
from the Chambezi River and the Bangweulu Swamps : the smallest from station 209, 
the largest from station 250, and the third (185 mm.) from station 265. 

These are all typical. 

Ecology .—This species is common in the more open waters and was caught in 
the Chambezi River, Lake Chaya, in channels in the swamps near Matipa and in the 
open part of Lake Bangweulu off Muchinchi. 

The range of lengths for 15 specimens was from 12 to 37 cm., and the lour largest 
(28 to 37 cm.) weighed from 170 to 310 gm. 

There are no data about breeding. 

This fish is a predator. Most of the stomachs examined were empty, but three 
contained remains of fish, including pieces of an Alestes. 

In colour it is a pale silvery grey. 
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Clabiidab. 

Heterobranch us longifilts * Cuvier & Valenciennes. ‘ Sampa * ‘ Sapika \ 

Not previously recorded from the Bangweulu Region. 

One specimen (220+35 mm.) from near the Chambezi-Mansya confluence, 
station 207. 

This fish fits into the description. 

Clarxas gariepinus (Burchell). k Moota ’, k Milonge ‘ Kapola \ 

10 specimens from the Bangweulu Region in the British Museum, two collected 
by Melland and the rest by Pitman ; 2 specimens (215+50 to 350-) 52 mm.) collected 
from the Chambezi River : the smaller from station 207 and the larger from 
station 250. 

These specimens fit into the description. 

Ecology .—This species was not distinguished from ( \ mellandi in the field, and it 
may have been present also in the swamps and in Lake Bangweulu. 

Clarias mossambicus Peters. 

Two specimens from the Bangweulu Region in the British Museum, one collected 
by Melland and one by Pitman. 

Not represented in the present collection. 

Clarias mellandi Boulenger. ‘ Moota ’. 

Four specimens from the Bangweulu Region in the British Museum, two collected 
by Melland and two by Pitman ; 2 specimens (285 + 45 to 300+55 mm.) from the 
Bangweulu Swamps, station 263. 

These fish are typical except that the larger is rather long in the body, has too 
few fin rays and a long caudal fin, as shown by the following : depth of body 
6J times in length (5J times) ; dorsal rays 55 (65) and anal rays 50 (55) in number ; 
caudal fin | length of head (4). 

Ecology. Both specimens were females with ripening or ripe ovaries. 

‘ Moota ’ (C. gariepinus or C. mellandi) are said to be abundant all over the 
swamps, where they are caught in large numbers by the natives. 

Clarias stapfersii Boulenger (1915, p. 168 ; see ref. 1920). ‘ Chineke \ 

Two specimens from the Bangweulu Region in the British Museum, collected by 
Pitman ; a single specimen (240+25 mm.) collected from the Chilola-Chambezi 
confluence, station 252. 

This fish is rather shrivelled and difficult to identify, but it appears to be similar 
to Pitman’s specimens. As pointed out by Worthington (1933 b f p. 48), these fish 
differ considerably from Boulenger’s description, but they nearly fit into the newer 
description given by David (1935, tab. 5). It has not been possible to see the type 
and compare it with the specimens from the Bangweulu Region. 

Clarias youngicus, sp. nov. ‘ Milonge \ 

Depth of body 6£ to 7 times in length, length of head 4 to 4f times. Head 
1J to If times as long as broad, smooth ; oooipital process broadly pointed, angle 
acute ; frontal fontanelle knife-shaped, 4 to 5 times in length of head ; occipital 
fontanelle smaller, not or slightly encroaching on occipital process ; eye very small, 
3 to 4 times in snout and 6£ to 1\ times in interorbital width, which is equal to the 
width of mouth and 2 to 2f times in length of head ; band of praemaxillary teeth 
3 J to 41 times as long as broad ; vomerine teeth forming a curved band which is a 

* It seems probable that the fish from the Loangwa Valley, collected by Pitman and described 
as a new species, Clarias loangwensis , by Worthington (1933 6, p. 46), may really be a Hetero• 
bronchus. The caudal region of the specimen has been damaged and portly regenerated, so that 
the adipose fin, one main distinguishing character of the two genera, may have disappeared. 
In all characters, apart from those connected with the caudal region, this fish appears to be 
identical to H. longyiUe. 
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little narrower than or equal in width to the praomaxillary baud ; nasal barbel J 
to 5 length ol head, maxillary barbel f to l, outer mandibular barbel to f, and 
inner mandibular barbel J to g. Gill rakers few, 8 to 9 on anterior arch. Clavicles 
concealed under the skin. Dorsal 68 to 75, its distance from occipital process | to £ 
length of head and its distance from caudal equal to once or twice diameter of eye. 
Anal 52 to 58, also separated from caudal. Pectoral * to l length of head, the spine 
feebly serrated on outer side and \ the length of fin. Pelvic 1£ to times as distant 
from caudal as from end of snout. Caudal J to l length of head. Dark brown above, 
lighter beneath ; a light, dark-edged curved band on the caudal; light edge to 
dorsal fin ; anal fin lighter than dorsal. 

This description is based on 6 specimens (190+22 to 260+28 mm.) collected 
from Lake Young, Shiwa Ngandu : three (190 to 210 mm.) from station 11 and 
three (200 to 260 mm.) from station 23. 

This species is near (\ xUippcrsii, but differs in having longer barbels and a 
shorter and broader head. According to David’s classification (1935) it would come 
between (\ ,s ubmarginatus Peters and (\ carsonii Boulenger, and, like t\ stappersii, 
would probably be considered as a weitere Lokalform " of C. submargituitus. 

Ecology. This fish is quite common in Lake Young, and 18 specimens were taken 
in gill-nets at various stations round the edge of the lake. 

The range of lengths for 18 sj>ecimens was from 21 to 34 cm. There were six 
females (22 to 34 cm.) and one male with developing gonads, while the rest were 
quiet. 

Fifteen stomachs were examined : six were empty, five contained remains of 
fish only, two contained fish and weed, one contained a large tadpole (6 cm. in length), 
and in one the contents were unrecognizable. 

Clarias bythifogon Sauvage. 

Not previously recorded from the Bangweulu Region, but there are specimens 
from the Upper Congo in the British Museum. One specimen (67 -|-9 mm.) collected 
from the edge of Lake Bangweulu, station 268. 

This fish is difficult to identify as it is so small, but it appears to fit into the 
description except that it has too few gill rakers, 12 (instead of 17 to 22), but this 
may be a character of young specimens. 

Clarias theodorae Wel>er. ‘ Mulonfi \ 

18 specimens from the Bangweulu Region in the British Museum, collected by 
Pitman; 16 specimens (45 + 6 to 150+15 mm.) collected from the Bangweulu 
Swamps and from the edge of Lake Bangweulu : 11 (45 to 92 mm.) from station 266 
and 5 (100 to 150 mm.) from station 268. 

There is also a very small sj>ecimen (273 mm.) from Lake Young, station 86 , 
which probably belongs to this species, but it is too small to identify with certainty. 

One specimen (11 cm.) had a ripe ovary. 

Mochochidae. 

Bynodontis nigromaculatus Boulenger, 190’5. k Chinyimba ’, * Konkonko ’. 1 

There are two specimens from Lake Bangweulu in the British Museum, collected 
by Melland, but one of these has been named 8. mdanostictus Boulenger; 
10 specimens (77+23 to 220+70 mm.) collected from the Chambezi River, the 
Bangweulu Swamps and Lake Bangweulu : one (125 mm.) from station 209, 
two (77 mm.) from station 252, two (150 to 165 mm.) from station 265, two (140 to 
150 mm.) from station 266 and three (175 to 220 mm.) from station 271. 

These fish all fit into the description. 

The species 8. nigrmnaculatns was described from a single specimen from Lake 
Bangweulu. According to the desciiption it differs from 8. melanostictvs (described in 
1906) in having smooth, instead of villose, skin on the sides and large black spots often 
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confluent into vermicular linen, instead of small separate black spots. The dorsal 
spine also tends to be shorter and the humeral process narrower. The new material, 
however, shows that the villosities are probably not a good character for separation 
as they depend on the state of preservation of the fish, that there is every variation 
in the markings, both in the size of the spots and the extent to which they are joined 
into lines, and that the length of the dorsal spine and width of humeral process 
are variable. When the characters of the new specimens had been tabulated and 
compared with those of the fish already in the British Museum, no significant 
differences could be found, and it is thought best to unite the two species under 
the older name, 8. nigromaculatus. 

Ecology .—This fish was seen in most of the Bangweulu Region, but it seems to 
be most common in the Chambezi River and Lake Bangweulu, and off Muchinchi 
10 fish were taken in a single 2-inch mesh gill-net. 

The range of lengths for 20 specimens was from 10 to 30 cm., and one female 
(27 cm.) with a ripe ovary weighed 200 gm. 

There are no data about feeding habits. 

Synodontis 0B5atipxnnis Boulenger. * Konkonko 

A single small specimen (98+ * mm.) was collected from the Chambezi River, 
station 209. 

It is similar to 8. ornatipinnis from the Congo, Lake Mweru, and the Luombwa 
River, but differs from the description in having a smaller head, a smaller eye and 
fewer and more distinct black bands on the dorsal, pelvic, anal and caudal fins. 
With further material it will probably be necessary to separate this fish from 
8. ornatipinnis , but at present, with only a single small specimen, I am loth to make a 
new species. 

Euohilichthys guentheri (Schilthuis). ‘ Kolokota ’. 

This species had not previously been recorded from the Bangweulu Region. 
One specimen (210+60 mm.) collected from the Chambezi River, station 209. 

This fish fits into the description except that the interorbital width is rather 
narrow and the dorsal and pectoral spines are a little long : eye times in inter¬ 
orbital width (5 times) ; dorsal spine 2 \ tim£s in length of head (3 times) and 
pectoral spine 1| times (If times). 

Cyprinodohtidak. 

Aplocheilichthys moeruensis (Boulenger). 

Three specimens from the Luombo River in the British Museum, collected by 
Pitman. There are specimens from the Luombwa River at Tefvueren. About 
260 specimens (12+4 to 33+8 mm.) collected from Lake Young, the Chambezi 
River and the Bangweulu Swamps : 70 (12 to 30 mm.) from stations 13, 14, 19, 22, 
26, 32 and 42 ; 4 (20 to 31 mm.) from station 209, 131 (19 to 33 mm.) from station 
252 and 49 (21 to 30 mm.) from station 266. There are also many small specimens, 
too small to identify, from station 86. 

These fish probably all belong to this species, but there is great variation among 
the specimens. The main differences from the description are that the depth of 
the body may be over 5 times in the length (4J to 4J times), there may be 9 rays 
in the dorsal fin (7-8), the caudal peduncle may be only 1£ times as long as deep 
(twice), and there may be 29 scales in a horizontal series along the body (26-28). 
The specimens from Lake Young appear to be less variable than the others, to be 
deeper in the body and a larger proportion have 9 rays in the dorsal fin. Worthington 
(19336, p. 60) shows that Pitman’s specimens also differ from the description in 
certain characters, and it may be neoessary in the future to oonsider the Rhodesian 
fish as distinct from those from Lake Mweru. 
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Aplocheilichthys katangae (Boulenger). 

There are 7 specimens from the Chambezi System in the British Museum, collected 
by Pitman. There are specimens from the Luombwa River at Tervueren ; five speci¬ 
mens (17+5 to 21+5 mm.) collected from the Bangweulu Swamps, station 266. 
There are also five very small specimens from station 252. 

These fish are deeper in the body than those of the previous species and appear 
to be similar to Pitman’s specimens, but they all differ in several characters from 
the description (see Worthington, 1933/>, p. 51). Further work is needed on these 
two species of Aplocheilichthy.s. 


Ctchlidab. 

Tylochromls bangwelensis Regan (1920fr, p. 167. ‘Kwempe’, Tembwe', 

‘ Nsangula ’. 

11 specimens from the Bangweulu Region in the British Museum, four collected 
by Melland and the rest by Pitman ; 8 specimens (80+20 to 190+50 mm.) collected 
from the Chambezi River, the Bangweulu Swamps and Lake Bangweulu, one from 
each of the following stations : 209, 251, 266 and 268 (150, 175, 150 and 190 mm. 
respectively), and 4 (80 to 100 mm.) from station 268. 

These fish fit into the description. 

Ecology. This species is not very abundant, though several were taken at the 
edge of Lake Bangweulu. 

The range of lengths for 9 specimens was from 10 to 25 cm. Two fish (18 to 
22 cm.) were breeding, one was a female with a ripening ovary and the larger was a 
male with a ripe testis. 

There are no data about feeding habits. 

This fish is generally light yellowish green in colour, often with red on the head, 
the front of the body, the pelvic and the lower lobe of the caudal fin. 

Tilapia maorochjr Boulenger. ' Nkamba ’, ’ Mtuuba * Tsama \ 

Nine specimensfrom the Bangweulu Region in the British Museum,seven collected 
by Melland and two by Pitman ; 6 specimens (80-4 25 to 190 +50 mm.) collected 
from the Chambezi River, the Bangweulu Swamps and the edge of Lake Bangweulu : 
one (160 mm.) from station 250, one (190 mm.) from station 263 and four (80 to 
110 mm.) from station 268. 

These fish all fit into the description. 

Ecology . Only one specimen was seen in the Chambezi River, while four were 
taken in the swamps, five from the edge of Lake Bangweulu and two large ones 
were caught in a 5-inch mesh gill-net set out in the open water. 

The range of lengths for 12 specimens was from 11 to 31 cm., and the weights 
of five (20 to 31 cm.) were from 170 to 660 gm. The three largest fish were breeding : 
one of 29 cm. and 540 gm. was a male with a ripe testis, one, of 30 cm. and 570 gm., 
was a female with an ovary starting to develop, and the third, of 30 cm. and 600 gm., 
had its gonad spent. 

Four stomachs were examined : one from the open water was empty, but the ‘ 
other three, from the swamps, contained pieces of weed, algae, zooplankton and a 
few small fish-bones. 

In colour this fish is rather pale grey, and is sometimes striped with dark red. 

Tilapia melanopleura Dum. * Pende ’. 

14 specimens from the Bangweulu Region in the British Museum, six collected 
by Melland and eight by Pitman ; 4 specimens (75+20 to 210+60 mm.) from the 
Chambezi, the Bangweulu Swamps and the edge of Lake Bangweulu : two (180 to 
210 mm.) from station 250, one (135 mm.) from station 266 and one (75 mm.) from 
station 268. 

These fish all fit into the description, 
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Ecology. Only one specimen was seen in Lake Bangwenlu, but it was very 
common in the Chambezi River and in the swamps. 

The range of length for 9 fish was from 9 to 30 cm. The gonads of 5 specimens 
were examined : two fish of 17 and 25 cm. had undeveloped gonads, one of 26 cm. 
was a female with a ripening ovary and the two largest, of 28 and 29 cm. and 400 and 
500 gm., were males with their gonads spent. 

Two stomachs were examined and found to contain pieces of weed and general 
vegetable debris, showing that the fish were' feeding among the weeds. 

This fish is dark green in colour on the back and is often pink underneath. 

Tilapia sparrmanii Smith. ‘ Ntuku ’, ‘ Katanga 

31 specimens in the British Museum from the Bangweulu Region, 6 collected 
by Melland from Lake Bangweulu and the rest collected by Pitman, 9 from the 
Luombo River, 12 from the Lukulu River and 4 from Lake Young ; 64 specimens 
were collected from Lake Young, the Mansya and Chambezi Rivers, the swamps 
and the edge of Lake Bangweulu : 30 (95 4 25 to 185+45 mm.) from stations 2, 3, 
7, 11, 12, 16,1 7, 23, 32, 34, 38, 80 ; 3 (92+28 to 100 +30 mm.) from stations 207 
and 208 ; 1 (42+13 mm.) from station 209 ; 4 (100+30 to 110+35 mm.) and 25 
(22+8 to 55+17 mm.) from stations 263 and 266; and 1 (70+20 mm.) from 
station 268. 

The fish from Lake Young differ slightly from those caught in the Chambezi 
River or Lake Bangweulu in having rather wider mouths, narrower bodies and a 
tendency to a steeper profile. Some grew to a length of 230 mm., which is a very 
large size for this species. 

Ecology. This fish was very abundant in Lake Young and the Mansya River, 
and it was also seen in small numbers all through the swamps and at the edge of 
Lake Bangweulu. 

The size, feeding and breeding habits of the specimens from Lake Young are 
considered separately. Among 33 from the Mansya River, Chambezi River, swamps 
and Bangweulu, the range of size was from 5 to 15 cm. The two largest were males 
with ripe testes. 

About 1,000 specimens were caught in Lake Young, and these were nearly ail 
taken round the edge of the lake. The range of length was from 8 to 24 cm., and 
the range of weight for 181 specimens was from 30 to 250 gm. From the end of 
July till the middle of October, fish over 16 cm. were rarely taken, but after the 
middle of November and until we left the lake in mid-January, fish over 16 cm. 
were more commonly caught than smaller sizes. This was well shown by the 
effectiveness of different sized nets. During the first period over ten times as many 
specimens (ranging in length from 12 to 16 cm.) were taken in gill-nets of 2-inch 
mesh as in those of 3-inch mesh, but after November the 3-inch made the bigger 
catches. 

Many gonads were examined. During the first period the great majority of 
the fish were not breeding, though a small proportion of the gonads were starting to 
develop. After November every specimen examined, both large and small, was 
breeding and many of the gonads were already spent. It was clear that the breeding 
season had started between September and the middle of November. Unfortunately 
we were on Lake Rukwa during this time, so that it is impossible to give details 
about the beginning of the season. 

There is a considerable change of habits during the breeding season. Before 
breeding started, larger fish were rare near the edge of the lake. Although small 
ones could be taken in large numbers, particularly near river mouths, they were 
rarely seen in the water. After November, however, enormous numbers oi fish 
could be seen in the shallow water near the shores, and wherever there was a sandy 
bottom the fish were building or guarding their nests. Tho nests were hollows in 
the sand, usually about 18 inches across, but varying with the size of the fish. The 
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nests of the smaller specimens were in very shallow water, often not more than 
1J to 2 feet in depth, and the larger fish were in rather deeper water and could he 
seen up to about 2 metres. The area of sand in the lake was extremely limited, 
so that the nests were crowded closely together, usually nearly touching each other! 

The fish could sometimes be seen hollowing out the nests by swimming round 
with their heads in the sand. At the bottom of each nest there were a number of 
small holes, usually filled with a bunch of greenish eggs. The eggs were strictly 
guarded by one, or both, of the parents, which could be seen hovering over the 
nest. The guards were clearly very alert, and as soon as another fish approached 
they darted out and drove the intruder away. Since the nests were so closely 
packed that it was impossible for any fish to move far without approaching a neigh¬ 
bouring nest, the guarding fish were in a permanent state of excitement, hovering 
for a few seconds and then darting out in pursuit in one direction, hovering again 
and then darting out again. 

No small fry were seen in the nests, and they were never s<n»n in the mouths of 
their parents. Large numbers of fry were seen swimming at the extreme edge of 
the lake. 

During the breeding season then* is a change of colour, particularly among the 
males. The usual colour is a dark green, often reddish on the sides, with a series 
of dark vertical bars in the young. When breeding starts, the fish become very 
much darker in colour, some being almost black on the belly. The stripes are more 
marked, bright iridescent patches of green appear on the sides of the head and orange 
tips to the fins. 

Many stomachs were examined. Most were filled with phytoplankton and 
pieces of weed, but four contained remains of small fish or fish-bones. 

Haplochromis philander (Weber). ‘ Sosolwe ’, ‘ Chikundwa \ 

83 specimens in the British Museum : 5 collected by Melland from Lake 

Bangweulu and 78 collected by Pitman, 06 from Chinsali, 9 from the Lukulu River 
and 5 from the Luombo River ; specimens at Tervueren from the Luombwa River 
are recorded as H. moffafi Castelnau ; 78 specimens collected from Lake Young, 
the Mansya River, the swamps and edge of Lake Bangweulu and Lake ("hila (near 
A her corn) : 11 (20 H-5 to 65 + 15 mm.) from stations 30, 32, 33; 2 (00 | 15 to 

75-| 20 mm.) from station 202 ; 52 (20-1 5 to 65 + 15 mm.) from station 200; 2 
(33+7 to 42+8 mm.) from station 208; and II (20+4 to 04 + 18 mm.) from 
station 402. 

Most of these fish fit into the description of H. philander din per am Trewavas 
(1936, p. 73), but the specimens collected from Lake Young show a longer head 
and a larger mouth set more horizontally than in the type specimens. In these 
characters they resemble the subspecies H. philander phihmdvr , which is so far 
known only from the coastal ranges of Natal and Mozambique. 

There are no ecological data for this species, except that, they are often brightly 
coloured. 

Serranochromis angtsticeps (Boulenger). 

There are specimens from the Luombwa River at Tervueren, but it seems probable 
that when these can be compared to the rest of the specimens from the Bangweulu 
Region it will be found that they also belong to the separate species S. kafuensis 
(see below). 

Serranochromis kafttensis (Boulenger). * Polwe \ 

16 specimens from the Bangweulu Region in the British Museum, 6 collected 
by Melland from Lake Bangweulu and the rest by Pitman, 6 from the Chambezi 
and 4 from the Luombo Rivers ; 5 specimens (145+35 to 240 j 50 mm.) collected 
from Chamliezi River and the Bangweulu Swamps : two (145 to 155 mm.) from 
stations 207 and 209 ; one (240 mm.) from station 250 ; one (155 mm.) from station 
263 ; and one (210 mm.) from station 264, 
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This species was originally described by Boulenger (1908, p. 494) as Paratilapia 
kafuensis, the type being a specimen (190 +45 mm.) from the Kafue River collected 
by Codrington (this specimen is in the British Museum). Later Boulenger amal¬ 
gamated this species with P. angusticeps, and this name was kept for the species, 
which Regan (1920a, p. 45) transferred to the genus Serranochromis . On re¬ 
examination of the specimens in the British Museum it was decided that S. kafuensis 
was distinct from S. angusticeps and that all new specimens belonged to the former 
species. It is also suggested that among the British Museum specimens of S. angusti¬ 
ceps, three (90 to 100 mm.) collected by Ansorge from Mossamedes, one (130 mm.) 
from the Upper Zambezi collected by Y'aughan Jones and five (140 to 220 mm.) 
from Lake Ngami collected by Woosnam should also be considered as S. kafuensis. 
The fish from Lake Ngami, however, differ slightly in having a rather smaller eye, 
a less concave profile and a slightly thicker caudal peduncle. 

The original description of the specimen from the Kafue River has been enlarged 
in certain respects to bring it into line with the recent descriptions of the closely 
related species. The following are additional measurements of the same specimen :— 
depth of praeorbital bone 4§ times in length of head, interorbital width 5£ times, 
length of lower jaw nearly twice ; gill rakers sometimes bifid ; teeth conical and 
very small; pharyngeal teeth slender, 11 in series along median line of lower 
pharyngeal, which is narrower than in S. angusticeps and diminishes towards the 
anterior more rapidly ; pelvic fin does not reach origin of anal. 

Ecology. —This fish was fairly common in the Chambezi River and in the swamps. 

The range of length for 8 specimens was from 18 to 30 cm. Two of 27 and 28 cm. 
weighed 200 and 280 gm. respectively, the smaller was ‘ spent * and the larger was a 
male with a ripe testis. The gonads of three other fish were examined, two of 
19 cm. were a female and a male starting, and one of 26 cm. was a female with a 
ripening ovary. 

This fish is clearly a predator. Although two out of the three stomachs examined 
were empty, the third contained a small fish and the large mouth and short intestine 
indicate that it is carnivorous. 

In oolour it is green on the back, pale underneath and usually has large numbers 
of small red spots on the under part of the head and dark spots on the dorsal, anal 
and caudal fins. 

Serranochromis thumbergi (Castelnau). ‘Nsuku”, “ Lufunka \ ‘Muliba’, 

‘ Ntasa \ 

36 specimens in the British Museum, 10 collected by Melland from Lake Bangweulu 
and the rest collected by Pitman, 3 from the Chambezi River and 23 from the 
Lukulu River; 10 specimens (17+3 to 220+60 mm.) collected from the Mansya 
and Chambezi Rivers and the Bangweulu Swamps : one (155 mm.) from station 207 ; 
one (90 mm.) from station 209 ; two (200 to 220 mm.) from stations 250 and 251 ; 
one (230 mm.) from station 263 ; two (195 mm.) from station 264 ; one (220 mm.) 
and two (15 to 25 mm.) from station 266. 

These fish all fit into the description. 

Ecology. —This fish was common in the Chambezi River and the swamps, but 
none were seen in the open lake. 

The range of length of 13 specimens was from 2 to 42 cm. The three largest, 
of 30, 33 and 41 cm. and 400, 500 and 1,000 gm. respectively were males with testes, 
either ‘ ripening ’ or * starting \ Four fish from 19 to 28 cm. were females with 
ovaries ‘ ripe \ * ripening ’ or ‘ starting \ All the specimens (seven in number) 
examined were therefore breeding or preparing to breed. 

Four stomachs were examined, but all were empty. The large mouth and short 
intestine suggest that this species is also predacious. 

In oolour it is dark bluish green on the back and pale, sometimes yellow, under¬ 
neath, 
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Sargochromis mellandi (Boulenger). 4 Mbidia ‘ Lubidia 4 Sosolwe \ 

Three specimens in the British Museum from Lake Bangweulu, collected by 
Melland and Foulon, and there are specimens at Tervueren from the Luombwa River ; 
14 specimens (21+4 to 1604-40 mm.) collected from the Chambezi River and Lake 
Bangweulu : one (60 mm.) from station 209 ; one (160 mm.) from station 250 ; 
3 (135 to 155 mm.) from station 263 ; 8 (21 to 150 mm.) from station 266 ; and 
one (55 mm.) from station 268. 

These fish all fit into the description. 

Ecology .—It was seen in small numbers in the Chambezi River, the swamps 
and in Lake Bangweulu. There are no data on feeding and breeding habits, except 
that one male of 20 cm. had a testis starting to develop, and that the intestines of 
these fish are long and green, suggesting that they feed on vegetable material. 

Anabantidae. 

Ctenopoma multispinis Peters. ‘ Nkomo ’. 

37 specimens in the British Museum from the Bangweulu Region, 4 collected 
by Melland from Lake Bangweulu and 33 collected by Pitman from the Luombwa 
River ; 7 specimens (58 j 14 to 120 f 25 mm.) collected from the Chambezi River 
and the Bangweulu Swamps : three (58 to 60 mm.) from station 211 ; two (67 to 
90 mm.) from station 252 ; and two (100 to 120 mm.) from station 272. 

These fish fit into the description except that the two largest are rather long 
and thin ; depth of body 4 to 4| times in length (instead of 34 to 4 times) and length 
of head 3§ to 3$ times in length (3£ to 3| times), and in one of the smaller fish 
there are 19 spines in the dorsal fin (17 to 18). 

There are no ecological data except that this fish is able to leave the water and 
move short distances over dry ground. The two largest specimens collected in the 
swamps were both found on a footpath several yards from the nearest pool of water. 
The ground was still wet from a recent rainstorm and the natives believed that the 
fish had come down in the rain from the large river that runs across the sky. 

Ctenopoma nanum Gunther. 

There are 8 specimens from the Luombwa River at Tervueren recorded as this 
species, but it seems unlikely that there are three species of ('fenojtovm in this 
river (see next species). 


Species. 

Denticulation 
of gill cover. 

Anal 

spines. 

Length of pelvic fin. 

C. nanum . 

2-5* 

VH-IX. 

Not read ling anal, but produced into a 


1-2 


filament extending beyond anal. 

C. ctenotis . 

8-40 

X 

Not reaching anal. 


5-0 



PreBent and Pitman's 

8—10 

VII-IX. 

Not reaching anal, but produced into a 

specimens 

5-6 


filament. 


* One specimen collected by Christy from Madjo, Ituri, had f spines on one side of its head 
and t on the other. 


Ctenopoma ctenotis (Boulenger) 1919, p. 403. ‘ Nkomo \ 

Four specimens in the British Museum from the Luombwa River, collected by 
Pitman. The types of this species are from a ditch near the Lukuga River in 
Tanganyika and are in the British Museum ; 6 specimens (32+8 to 45+13 mm.) 
from the Bangweulu Swamps, station 266. 

This species is extremely closely related to C. nanum Giinther from the Cameroon 
(types frotn Gaboon) and Congo System, but it is said to differ in the denti dilation 
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of the gill cover, the number of anal spines and the length of the pelvic fins. In all 
other characters the description of C, nannrn covers the description of C. ctenotis. 

The present specimens have been named C. ctenotis because they fit best into the 
distribution range of that species, and as they are identical with Pitman’s specimens. 
All these fish, however, have some characters of each of the two species, as shown 
in the table (see p. 215). 

Of these characters, the spines on the gill cover may not be a good character 
(see footnote), and the length of the pelvic fin appears to be variable in specimens 
of the same size in the same locality, and may be only a sexual character. 

The present specimens are all small, but it seems probable that when further 
material from this region is collected it will show that the two species must be united. 

There are no ecological data. 

Mastacembelidae. 

Mastacembeltts sign a tits Boulenger. ‘ Muchiri \ 

One specimen in the British Museum from Lake Bangweulu collected by Melland 
(275 mm., type). One specimen (160+5 mm.) collected from the Chambezi River, 
station 209. 

This fish differs from the type in the following ways : depth of body 9| times 
in the length (instead of 10J times), length of head 6| times in length (7 times) ; the 
distance of the vent from the head 2£ times the length of the latter (2§ times) ; 
number of dorsal spines XXVII (XXIX) ; distance between first dorsal spine and 
head 3 J times in length of latter (4 times) ; the X-shaped dark markings on the sides 
are fewer in number and more indeterminate in shape. 

There are no ecological data for this species. 

Summary. 

The main waters in the Bangweulu Region are Lake Bangweulu and its swamps, 
the Chambezi River System and the Luapula River above the Mumbatuta Falls. 
The region is drained by the Luapula River and is the source of the Congo River. 

Mr. Melland was the first to collect fish in tjie Bangweulu Region. Later collec¬ 
tions have been made by Belgian naturalists, by Captain Pitman and, in 1936, by 
our expedition. 

Sixty-seven species have now been recorded. Among these, six are endemic 
and three are doubtful records. The majority of the remaining species are found 
in some part of the rest of the Congo System. Not all of these have been recorded 
from the Luapula River, suggesting that there may formerly have been other 
connections between the Bangweulu Region and the Congo. The presence in the 
Bangweulu Region of a large number of fish known from the Zambezi suggests 
water connections between the Congo and Zambezi Systems, and the evidence from 
the fish fauna indicates that the main connection was probably between the upper 
tributaries of the Zambezi and those of the Luapula below the Mumbatuta Falls. 

Most of the species are widespread within the Bangweulu Region, but the 
Luombwa River contains six fish not found elsewhere, and the fauna of Lake Young 
is effectively separated from the Chambezi River by the falls on the effluent river. 

In studying the ecology of the fish, the fauna of the swamps, the open waters 
and Lake Young are considered separately. In the swamps there are few species, 
but large numbers of individuals, the commonest being cichlids and mormyrids. 
In the open water the fauna is more varied and there are more elaborate food chains. 
In Lake Young only three species are common. There are few data about breeding 
habits except in Lake Young, vhere the Tilapia sparrmanii were seen guarding their 
nests during November, December and January. 

The second part of the paper contains detailed descriptions of the 600 fish in 
our collection. For each of the 52 species represented taxonomic notes are given, 
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and these include descriptions of five new species, the redescription of one species* 
the amalgamation of two species and modifications or enlargements to the descriptions 
of 24 others. Ecological data, including notes on distribution, size, stomach contents 
and development of gonads, arc* also given for each species. 
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An ecological survey of some Inland Saline Waters of Algeria. By L. C. BeadlR 

(Dept, of Zoology, King’s College, University of Durham, Newcastle-on-Tyne) 

(With 2 Text-figures) 

Introduction. 

Like terrestrial organisms in deserts, aquatic organisms in very saline waters 
are confronted by the problem of obtaining and maintaining an adequate water 
supply. As far as is known, living matter cannot function if its saline constituents 
are much more concentrated than sea-water, and life in high salinities thus entails 
extracting water against powerful osmotic forces. Artemia salina and the mosquito 
larva Aedes detritus can do this against an opposing pressure of 30 50 atmos. 
(Medewewa, 1927 ; Beadle, 1939). It is, therefore, not surprising that few organisms 
have been able to adapt themselves to extreme salinities, but those which have 
succeeded are often found in enormous numbers, partly no doubt owing to lack of 
competition. 

Florentin (1899) and Thienemann (1913) reported on the maximum salinities in 
which various species were found in some Central European waters. But our 
knowledge of the ecology of this type of habitat is scanty, and, apart from the 
measurements of blood concentration in Artemia by Medewewa (1927), the physiology 
of high salinity adaptation is untouched. The present paper is a record of ecological 
work done on an expedition to Algeria during the first three months of 1938. 
Experimental work on salinity adaptation in the mosquito larva Aedes detritus has 
already been published (Beadle, 1939). It will be seen that the Northern Algerian 
Sahara is a particularly suitable field for such work, because a large number of 
patches of salt water with a wide range of salinity are concentrated in a comparatively 
small area (the Oued Rhir). 

I was accompanied by my wife, whose assistance with both laboratory and field 
work was invaluable. We were fortunate in the excellent facilities available in the 
Laboratoire de Biologie in the University of Algiers, and I am very much indebted 
to Prof. M. Rose and MUe H. Hamon and to their laboratory assistant, M. Raffoux, 
for their great hospitality and for the endless trouble they took on our behalf. 1 
also received sortie useful advice from Dr. and Mme Gauthier, whose works on the 
fauna and flora of North African inland waters were indispensable (Gauthier, 1928 ; 
Gauthier-Li&vre, 1931). To Mr. Tracy Phillips I am especially grateful for an 
introduction to the administrative authorities in Algiers, without whose recom¬ 
mendations we should never have reached our objectives in the time available. 

The expedition was supported by grants from the Government Grants Committ ee 
of the Royal Society, from the British Association and from the British Museum of 
Natural History. For a term’s leave of absence I am indebted to the Council of the 
University of Durham College of Medicine. 

In spite of other favourable circumstances, time was not sufficient for ecological 
work as thorough as originally intended. About five weeks were available for 
field work, and much of this was spent in moving from place to place. The 
remainder of the time was occupied in the laboratory and on the main journeys. 
I therefore decided to visit as many localities as possible for collection of the fauna 
and flora, and to confine the projected scheme for chemical work to those deter¬ 
minations which were a priori most likely to be of interest. In this way I hoped to 
discover some of the main problems to be solved, which, on a subsequent occasion, 
might be attacked more thoroughly. 
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Methods. 

Writer Samples. Most of the waters were very shallow and samples were taken 
at the surface in glass bottles, in a few cases deeper samples were got by lowering a 
reagent bottle enclosed in a metal container rapidly to the required depth. This 
container was fitted with water inlet and air outlet tubes in such a way that the 
bottle was thoroughly washed through and finally contained the last water to enter. 

Salinity was estimated in the held as density by glass hydrometers and corrected 
for temperature to the standard 1,000 for distilled water at 16° C. The variations 
in density encountered were enormous and the hydrometers were shown to be accurate 
to the nearest 0001. Sea-water lias a density of approximately 1022. 

Hydrogen ion concentration by phosphate buffers in sealed glass tubes. 

Alkalinity by titration with suitable standard HCl solutions to the methyl orange 
end-point. None of the waters was alkaline to the phenolphthaloin end-point. 

Dissolved oxygen by Alsterberg's modification of the Winkler method, by which 
reducing substances are removed by preliminary bromination (Alsterberg, 1926). 
The presence of sulphide 4 in several samples made* this precaution essential. Owing 
to the abundance of phytoplankton it was obvious that dissolved oxygen was never 
an important limiting factor. The number of determinations was therefore reduced 
to a minimum. 

Chloride, by titration with suitable standards of silver nitrate, the sample having 
previously been diluted if necessary. 

('omplete analyses. 

Estimations of the common inorganic ions wen* made at home on fifteen repre¬ 
sentative samples (Table 11). For reasons of transport, samples could be no larger 
than 500 ml., and thus much smaller than required for Hie usual methods of water 
analysis. For the* present purpose, however, this was of no disadvantage, because, 
owing to the high salinity, only small quantities were required. For Na and K semi¬ 
micromethods were used. The absolute error (in gm./l.) was, of course*, much higher 
than with the standard methods of analysis on ordinary fresh waters. But the 
errors, which varied with the extent to which the sample had to be diluted and 
thus with the original salinity, were never high enough to alter significantly the 
figures for the relative composition expressed as percentage of the total weight of 
ions (Table 11). Except for Ca, in sample 19 (see below), all ions were present in 
high concentrations. It was, therefore, the relative ionic concentrations which were 
likely to be of interest. 

('a , Mg and SO A . By Hamer’s modification of Blacher’s method (Hamer, 1935). 
I am indebted to I)r. C. Mallen for suggesting this method and for advice upon its 
use. Three C0 8 -free and carefully neutralised samples art* titrated against standard 
potassium palmitate, (i) without further treatment, giving the concentration of 
Ca-f~Mg ; (ii) after precipitation of Ca with excess sodium oxalate, giving the con¬ 
centration of Mg ; (iii) after the addition of a known quantity of standard BaCl 2 , 
giving the concentration of Ca-fMg+Ba (not precipitated as BaS0 4 ). This method 
is very rapid and, with a little practice in the end-point, was found satisfactory 
for the present purpose, that is for estimating high concentrations of these ions. 
But in sample 19 (Table 11) the concentration of Ca was so low that in a volume 
small enough for the estimation of Mg and S0 4 the error was greater than the actual 
concentration of Ca. Though the relative concentration of Ca was in any case 
insignificant, the extent to which the absolute concentration can be reduced in very 
saline water was of some possible biological interest. It was therefore estimated 
by the usual method whereby the oxalate is titrated with standard potassium 
permanganate (Thresh and Beale, 1933). 

Na. By weighing as sodium zinc-uranyl-acetate in a sintered glass crucible. 
The procedure was based on that described by Mitchell and Ward (1932), but the 



Date. 

Time. 

Temp. 

rc.). 

Density. 

pH. 

Alkalinity 

<N). 

CL gm./l. 

Remarks. 

24.1.38 

12.00 

u 

1029 

7*7 

0*0010 

- 

Oj 8-7 ec./l. Water yellowish. 
Total analysis. Table II. 

24.1.38 

11.30 

10 

1019 

7-7 

0-0094 

12-65 

0, 17-0 cc./l. Water cloudy. 

Total analysis, Table II. 


11.30 

13 

1024 

8*4 

0-0054 

— 

Water cloudy. 

27.1.38 

09.30 

9 

1016 

7-7 

0-0058 

— 

— 


09.30 

10 

1026 

7-8 

— 

— 

Water cloudy. 


09.30 

11 

1063 

8-4 

0-0115 

43-76 

Water brownish and cloudy. 








Total analysis. Table II. 

25.1.38 

09.00 

8 

1016 

8-8 

0-0012 

8-37 

Total analysis. Table II. 


10.15 

12 

1010 

8-0 

0-0029 

— 

Water cloudy. 


11.00 

12 

1012 

8-3 

0-0046 

— 

— 

26.1.38 

08.45 

18 

1007 

7-9 

0-0023 

3-23 

- 

" 

11.15 

19 

1109 

8-3 

0-0024 

86-10 

Total analysis. Table II. 

10.2.38 

12.00 

11 

1068 


0-0030 

35-50 


” 

15.00 

23 

1001 


0-0070 

0-27 

Strong smell of H,8 in mud. 

11.2,38 

16.30 

42 

1008 

7-5 




f9 

16.30 

14 

1008 

8-2 

— 

— 

— 

99 

12.30 

35 

— 

— 

— 

— 

— 

13.2.38 

16.00 

15 

1028 

8-5 

0-0118 

0-42 

— 


16.00 

12 

1007 

8-0 

— 

~ 

— 


16.00 

12 

1019 

8-3 

0-0060 

9-65 

_ 


16.00 

12 

1013 

8-3 

— 

— 

— 


16.00 

12 

1009 

8-3 

— 

— 

— 

14.2.38 

10.00 

9 

1022 

8-7 

_ 

_ 

_ 

99 

16.00 

12*5 

1017 

8-5 

0-0061 

8-00 

See p. 230. 

99 

13.30 

9 

1011 

8-3 

0-0050 

5-32 

— 

15.2.38 

11.30 

10 

1030 

8-3 

0-0031 

16-93 

[See p. 228. 

Total analysis. Table II. 

99 

11.30 

13 

1040 

8-3 

0-0035 

23-40 

Total analysis of bottom water. 








Table II. See p. 228. 

16.2.38 

10.30 

13 

1020 

8-8 

0-0069 

9-77 

— 

99 

11.00 

14 

1007 

— 

— 

— 

— 

99 

12.00 

15*5 

1048 

8-8 

0-0132 

29-20 

See p. 229. 

>’> 

13.00 

13 

1017 

— 


— 

— 

19.2.38 

12.30 

14 

1005 

8-5 

0-0022 

1*53 

See p. 228. 

99 

12.30 

15 

1008 

7-8 

— 

— 

Water smelling of H,S. Seep. 230. 

99 

13.30 

14 

1007 

8-5 

— 

— 

— 


15.15 

16-5 

1006 

8-5 

~ 

” 



North Coast, near Oran. 

Dayet Moreelli. Shallow lake, 6 kms. S.E. of Oran.. 


2a. Shallow pools near S.E. shore of 1 

26 . 

2c. 

2d. „ „ „ „ „ . 


Sebkha d’Oran, petit bras de Valmy 
Pool S.E. of 3, on road to St. Manr.. 


Dayet Oum er Relaz, lake 5 kms. from Ste Barbe du 
Tlelat on road to Anew. Reed zone at E. end 
Salines d'Arzew, large expanse of saline mud with] 
patches of very shallow water. 


Between Constantine and Biskra. 

Les Lacs, lake W. of road c. 50 kms. from Constantine] 
Fontaine Chaude, 30 kms. N.E. of Batna. 


9. 

Biskra and southwards. 

1 la. Ha.inmn. rn es Salahine, 5 kms. N.W. of Biskra, spring] 

supplying * Station Thermale ’. 

116. 1 Ion. down stream derived from 11a. 

lie. Small channel derived from and close to 11a. 

12. Touggouert. Stagnant irrigation channel (s6guia)... 

13. „ Fast flowing channel (khandeg). 

14. „ Small lake at S. edge of oasis close to| 

Temacine road . 

14a. „ Channel flowing from 14. 

15. „ Khandeg. 

16a. Stagnant channel W. of Temacine road c. 5 kms. S. of] 

Touggouert. 

166. „ „ E. of road . 

17. Lac Temacine, 15 kms. S. of Touggouert 
13. Lac Merdjadja, amongst sand dunes 5 kms. S. of] 

Touggouert. 

19. Shallow pan receiving overflow from 18. 

21. Meggarine N. lake, 15 kms. N. of Touggouert 
21a. Stagnant channel near W. shore of 21 

22. " 

23. 

27. 


Stagnant channel N. of 21 
Ain Zerga, Teghididine. Small lake 30 kms. N. of 

Touggouert. 

Shallow pool formed by seepage from 27 


29. Boughrioule, pond E. of road 2 kms. N. of Djamaa 


pond 100 m. N.E. of 29 . 


Large expanse of shallow water, 0-5 km. S. of Djamaa 

Touggouert. Irrigation channel W. of oasis .I 

‘ Square Bresson Pool at base of crater-like de¬ 
pression in sand, 86 kms. S. of Touggouert. 

Well in depression, 10 m. from edge of 33 ; water 

surface 4 m. down . 

Ouargla Chott. Large expanse of shallow water, 

4 kms. W. of Ouargla oasis . 

Channel flowing into 35 . 

Ain Beida. Small spring in sand dime, 8 kms. S. of 

Ouargla .. 

Stagnant channel on N. side of Touggouert road. 

8 kms. from Ouargla. 

El Golea. Fast flowing channel derived from 41 
„ Small lake N. of oasis derived by seepage 

from 41 . 

„ Artificial lake fed by artesian boring] 

(26° C.), north shore . 

„ Artificial lake close to boring . 

„ Small shallow pond derived from 44. 

,, Bel Bachir, artesian boring 1 km. N. of 40. 
„ Hassi el Abid. Well 15 kms. N. of oasis.. 

Water surface 7 m. down 
„ Sebkha el Melah. Long shallow expanse 

due to overflow from oasis. 

Hassi Iniguel. Well on Ouargla road, 35 kms. from| 

El Golea. Water surface 20 m. down . 

Hassi Sahane. Well on Touggouert road, 55 kms. 
from Ouargla. Water surface 9 m. down .... 


Hassi Ali ben Salah. Well, 105 kms. from Touggouert, 

Water surface 2 m. down . 

TTasai Butana. Well, 30 kms. from Touggouert. 
Water surface 3 m. down . 


20.2.38 

21.2.38 


28.2.38 

2.3.38 


55. Ourlana. 35 kms. N. of Touggouert. Bahr Inferieur. 

(small lake). 

55a. „ Small pool, due to seepage from 55 .. 

656. „ Fast flowing channel connecting 55 and 56] 

56. „ Bahr Superieur. 

57. Touggouert. Main artesian boring in centre of oasis 


58. „ Irrigation channel E. of oasis .... 

59. „ Irrigation channel in garden flowing 

from 57 . 

60. El Arfiane. 80 kms. N. of Touggouert. Irrigation 

channel . 

61. El Bachir. Group of shallow lakes, 3 kms. S. of 

Tolga, 35 kms. S.W. of Biskra. 

62. 


66. Ain Zerga. Small very deep pond, 
El Bordj, 5 kms. W. of Tolga . 


: kms. S. of 


7.3.38 

9.3.38 



20 

1025 

9-0 

0-0042 

13-28 




1005 




— [See p. 230. 






Total analysis. Table II. 

14.00 

16 

1031 

8-7 

0-0190 

1545 

Water brownish, smelling ot M,S. 

15.30 

15 

1007 

8-0 

0 0069 

2-48 

Total analysis. Table II. 






See p. 230. 







[See p. 226. 

10.00 

13 

1054 

8-5 

0-0044 

32*00 

Total analysis. Table II. 

10.00 

14 

1008 

8-3 

— 

— 


11.30 

22 

1001 

8-0 

_ 

- 

- 

15.00 

19-5 

1008 

9-0 

_ 

— 

— 

10.00 

26 

1000 

— 

—■ 

— 


10.30 

11 

1005 

9-2 

- 

~ 

— 

10.30 

11.30 

12.5 

19 

1000 

1000 

8-2 

— 

- 

Water slightly smelling of H t S. 

17.00 

16 

1009 

8-5 

— 

— 

— 

09.00 

26 

1000 

8-3 

— 

— 


11.15 

22 

1000 

8-0 

- 

- 

~ 

16.30 

17 

1002 

8 5 

- 

- 

Water slightly cloudy. 

16.00 

22 

1000 

8-0 

_ 

_ 

Water at 20 m. 



f Water at 9 m. Marked Eau 

16.00 

23 

1002 

8-0 

O-0025 

1-42 

■i. magnesienne potable.' Total 

I analysis, Table 11. 

[sal6e 

Water at 2 m. Marked ‘ Eau 

09.00 

12.5 

1010 

8-3 

_ 

_ 




[Water at 3 m„ cloudy and foul. 

10.30 

12 

1006 

8-2 

0-0034 

1*17 

J Marked' Eau magn6sienne pot - 
1 able.’ Total analysis. Table II. 







[p. 227. 

11.30 

14-5 

1010 

8-3 

0-0056 

4-30 

Total analysis, Table II. See 

11.30 


1057 

8-7 

0-0081 

36-00 

Total analysis, Table II. 

Water cloudy. [See p. 227. 

15.00 

— 

1004 

— 

— 

— 

— 

15.00 

19 

1004 

8-3 

— 

— 

—— 

08.30 

25 

1003 

7-5 

0-0023 

— 

Saturated with C0,.0, 3-27 cc./l. 





Total analysis. Table II. See 
p. 238. 



— 

— 

1005 

— 

— 


— 

- 

- 

1003 

- 

~ 

- 

- 

11.00 

24-5 

1003 

8-3 

- 

- 

~ 

08.00 

12 

1058 

9-1 

0-0127 

12-50 

Total analysis. Table IT. 

09.00 

14 

1058 

— 

— 

— 

— 

10.00 

23 

1052 

— 

— 

“ 


15.00 

19 

1001 

81 

— 

| “ 

1 
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Table II. 


Station. 

Density. 

Alkalinity. 

pH. 

Na\ 

L . _ 

K\ 

0a\ 

Mg'. 

or. 

S0 4 “. 

Sum. 

j 


T 

expressed as grams per litre. 


la 

1029 

0-0010 

7-8 

8-20 

22-9 

0-412 

VI 

1-16 

3-2 

1-80 

5-0 

17-84 

49-8 

6-40 

17-9 

35-81 

2a 

10X9 

0-0094 

7-7 

5-31 

19-9 

0-274 

VO 

1-03 

3-8 

1-66 

6-2 

12-65 

47-3 

5-76 

21-6 

26-68 

2e 

1063 

0-0115 

8-4 

18-50 
21 3 

0-620 

9-7 

1-08 

V2 

5-56 

64 

43-75 
50 5 

17-40 

20-0 

86-91 

3 

1016 

0-0012 

8-8 

4-68 

23-8 

0-015 

01 

0-72 

3-7 

0-79 

4-0 

8-37 

42-5 

5-00 

2S-8 

19-66 

7 

1109 

0-0024 

8-3 

33-00 

24-2 

0*569 

0 4 

3-54 

2-6 

7-78 

5-7 

86-10 

63-0 

5-28 

3-97 

136-27 

18 

1030 

0-0031 

8-3 

8-63 

208 

0-816 

2-0 

1-52 

3-7 

1-94 

4-7 

16-93 

40-9 

11-62 

28-2 

41-46 

10 

1170 

00180 

9*0 

62-30 

239 

3-56 

14 

0-038 

0-0 

10-3 

3-9 

63-5 

62-5 

21-75 

8-3 

261-41 

35 

1050 

0-0044 

8-5 

19-18 

28-3 

0-980 

V4 

1-08 

1-6 

1- 94 

2- 9 

34-60 

51-1 

10-04 

14-8 

67-82 

33 a 

1007 

0-0069 

8-0 

1-28 

15-6 

0-095 

V2 

0-84 

10-2 

0-34 

4-1 

2-48 

30-2 

3-17 

38-6 

8-20 

33 

1031 

0-0190 

8-7 

9-40 

25-2 

0-462 

V2 

0-92 

2-5 

2-06 

<5-5 

15-45 

41-5 

8-93 

24-0 

37-22 

55 

1010 

0-0056 

8-3 

1-89 

15-8 

0-094 

0‘8 

0-88 

7-4 

0-74 

6-2 

4-30 

36-0 

4-03 

33-7 

11-94 

55 a 

1057 

0-0081 

. 

8-7 

19-20 

251 

0-530 

V4 

1-16 

1-5 

4- 53 

5- 9 


15-00 

19-6 

76-42 

52 

1002 

0-0025 

8-0 

0-57 

12-5 

0-075 

V6 

0-40 

8-8 

0-35 

7-7 

1-42 

31-2 

1-74 

38-2 

4-55 

54 

1006 

0-0034 

8-2 

0-58 

102 

0-142 

25 

0-60 

10-0 

0-34 

5-9 

1-17 

20-0 

2-88 

50-0 

5-74 

61* 

1002 

0-0023 

8-1 

0-80 

181 

0-027 

06 

0-53 

12-0 

0-19 

4-4 

1-20 

27-2 

' 1-65 
37-5 

4-40 

61 

1058 

0-0127 

9-1 

9-51 

13-7 

0-735 

11 

0-20 

0-3 

6-60 

9-5 

12-50 

18-0 

40-03 

57-9 

69-57 

Sea¬ 

water 

1022 

0-0025 

8-2 

10-70 

30'5 

0-390 

VI 

0-42 

1-2 

1-31 

3-7 

19-64 

56-0 

2- 69 
7-6 

35-15 

ro° t i 

I0-119J 

Wem- 
bury 
Stream 1 

■ 

0-0040 


0-026 

7-9 

0-019 

6-3 

0-065 

21-0 

0-014 

4-7 

0-041 

13-4 

0-025 

7-9 

0-308 

38-6 


Figures in italics represent relative concentration expressed as percentage of the total weight 
of ions. 

♦ Figures for ionic concentrations kindly supplied by M. Bertrand, Govt. Hydrologist at 
Touggouert. 
f from Pantin (1931). 
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precipitation was done in the same crucible, with a rubber bung in the lower end 
to prevent leakage through the sinter. 1 ml. of the sample was used, which, in most 
cases, was previously diluted. 

K. By the method commonly employed for blood (Peters and van Nlyke, 1932), 
in which l ml. samples art* used, and the potassium is estimated as the centrifuged 
cobaltinitrite precipitate by titration with permanganate. 

('olfactions and identification. 

Collecting was done with hand plankton and coarse-meshed nets. Mud-living 
organism** were got in shallow water by sifting the mud or (for surface mud diatoms 
and algae) by putting it direct into specimen tubes. Mud from deeper water was 
collected by throwing out a small hand dredge from the shore. Owing to the unusual 
lateness of the hot season, w'e were unable 1 to get full-grown specimens of eyprinoid 
fish from the Oued Rhir. During tin* cold weather they appear to hide at the 
bottom of the deeper pools. The Arabs, whom we employed at Touggouert for this 
purpose, could catch only small specimens. But ('yprinodon fascial ns was not 
affected, and could always be caught in shallow water with a hand net. It was not 
possible to estimate accurately the numbers of a given species. But a very rough 
idea of the relative abundance is given in Table IV. 

I am very much indebted to the following specialists for reporting on the 
collections of the groups mentioned :— 

Copepoda : Dr. F. Kiefer (systematic report completed, but unpublished). 

Phyllopoda: Dr. J. P. Harding. 

Mollusca : Dr. G. 1. Crawford. 

Hydrachnida: Dr. 0. Walter (systematic report already published, Walter 
1940). 

Mosquito larvae : Dr. G. Sene vet. 

Epliydridac * Dr. G. C. Lamb (through Dr. W. H. Thorpe). 

Amphibia : Dr. H. W. Parker. 

Rhabdocoelida: Mr. J. B. Cragg. 

Prof. P. de Beauchamp kindly advised me concerning one or two of tin* more 
doubtful Rotifera. The saline water Rotifera of French N. Africa had not previously 
been examined in any detail. For the identification of the Cladocera the works of 
Gurney (1909) and Gauthier (1928), together with references given by them, were 
the main sources of information. To Dr. K. B. Blackburn 1 am much obliged for 
advice and literature which enabled me to make a general survey of the algal flora 
(exclusive of diatoms). Practically nothing is known of the saline water diatoms 
of this region, and it is unfortunate that a report on this collection, which was the 
largest of all, could not be included here. The presence of the marine genus 
('hactoccras is, however, noted. Dr. Ross’s report dto both this and Prof. Omer- 
Cooper's collection from Siwa in the Egyptian desert should be of great interest. 
Foraminifera were noted in some of the mud samples from the Oued Rhir. These 
have been sent to Dr. Heron Allen. 

General account of the localities visited. 

Travelling was done in a second-hand car bought in Algiers. The roads in the 
north are excellent, but south of the Atlas our progress was naturally hampered 
by the usual difficulties of desert travelling in a ear not especially adapted for the* 
purpose. Two districts were visited (see tetft-fig. 1) : (i) Oran, on the north coast 
within a few kilometres of which are several saline lakes and pools ; (ii) The Oued 
Rhir, in the northern Algerian Sahara, with a centre at Touggouert, which lies 
about 200 km. southwards into the desert from Biskra. A short visit was made 
via Ouargla to El Golea, about 450 km. south-west of Touggouert. 
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Oran , 

On the coastal plain behind and east of Oran are several patches of standing 
water of varying degrees of salinity. Some, such as the Salines d’Arzew (7), 
which was the most saline water encountered in this district, are exploited com- 
mercially for salt. Unlike the exposed waters of the desert (see below) these owe 
their high salinity primarily to leaching of the salt-bearing triassic rocks (Gautier, 
1922 a). Subsequent evaporation plays a relatively small part except in the height 
of the summer. 

The Oued Bhir. 

Most of the work was done in this region, which, though desert, contains many 
patches of opon water, temporary and permanent, natural and artificial. The 
hydrography and past geological history of the Oued (=Wadi) Rhir, which is an 
ancient river-bed, are of great interest to the biologist and have been well summarized 
by Gautier (1922 a, 6, 1928). Prior to the Pliocene and before the uprising of the 
Atlas Mountains, the Northern Sahara was invaded by the sea several times and to 
varying extents. The maximum southern extension of the sea, which included 
El Golea, occurred in the Eocene. The presence of living marine organisms in the 
waters of the Oued Rhir, such as Foraminifera (Gauthier-Lifcvre, 1935), the diatom 
Chaetoceras (Gauthier - Li ^vre, 1931) and Palaemonetes various (Gauthier, 1928 ; 
Gurney, 1909), must be referred back at least to the Miocene if they are to be con¬ 
sidered as marine relicts and not in some manner to have been transported later. 
During the Quaternary Epoch it is generally agreed that the Oued Rhir formed 
the lower reaches of a river, the Oued Igharghar, which flowed from the Hoggar 
Mountains northwards to the foot of the Atlas (text-fig. 1). Here it was joined by 
the Oued Djedi, which still flows after rains in the Atlas, and formed a large lake in 
a closed drainage basin with no outlet to the sea, the remains of which are still to be 
seen in the Chotts north-east of Touggouert. The Oued Igharghar was one of 
several quaternary rivers which radiated in all directions from the Hoggar Massif, 
and thus, like the Nile today, formed a bridge between Central and Northern Africa 
for the passage of animals not adapted to desert conditions. This would account 
for the presence in the highlands of French North Africa of certain Central African 
elements in the fauna, some of which, such as the Elephant, are now extinct, and 
for the remarkable discovery of Crocodilus niloticus living in a pool on the slopes of 
the Hoggar Mountains, now isolated on all sides by immense tracts of desert (Seurat, 
1934). These rivers are now dead as far as surface flow is concerned, except at 
their heads, which discharge the rains precipitated on the Hoggar Mountains into the 
sands of the Sahara. But they still mark the course of a flow of underground water. 
In the Oued Igharghar this water seeps very slowly northwards, some 800 km.to 
the foot of the Atlas, and with the Oued Djedi still preserves the last remnants of 
the ancient lake (Les Grands Chotts). In its lower reaches (Oued Rhir) there are 
several natural upwellings to form small, permanent lakes (Bahr, plur. Behour), 
which form a curious contrast with the surrounding desert. Owing to the abundance 
of underground water, the Oued Rhir supports a large number of oases which oentre 
round Touggouert and produce the bulk of the Algerian dates. Water-bearing strata 
occur at different depths and can be tapped at high pressure by artesian boring. 
The most superficial water is got by drawing from wells. It is conveyed by main 
channels (Khandegs) through the plantations (Palmeraies), and is diverted when 
required through smaller side channels (S^guias) at a lower level which flood the roots 
of the palms. The Khandegs are usually fast-flowing and not appreciably more 
saline than the source, whereas the S^guias often become stagnant and very saline 
by evaporation. In some oases there is a large excess of water which, in the cool 
winter season, collects as a shallow expanse (Sebkha) below the oasis, becomes 
saline by evaporation and often dry in summer. Such places form temporary 
feeding grounds for aquatic birds, such as ducks, spoonbills, flamingoes and waders. 




Text-fig. 1. 
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The salinity of the artesian water at the source varies considerably in different 
places, but the high salinity of the standing water derived from it is primarily due 
to evaporation. The smail natural lakes (Behour), mentioned above, were pre¬ 
sumably formed by faults reaching the water-table. Such are Merdjadja (18), 
Temacino (17), Meggarine (21 and 22), Square Bresson (33), Ourlana (55 and 56), and 
Ain Zerga (66). These are in some cases of considerable depth, and such permanent 
lakes must have been in existence since Quaternary times, as is suggested by the 
presence of Central African fish, such as Clarias lazera , Tilapia zilli, T. galilam, Henri- 
chromis bimaculatus , and Astotilapia dexfontainesi (Pellegrin, 1921). 

The oasis of Onargla is situated in the Oued Mya, an ancient tributary of the 
Oued Rhir (text-fig. 1). The irrigation water is here fresh at the source, but finally 
collects in a large shallow expanse, Ouargla Chott (35), which is extremely saline 
even in winter. 

El Oolea was the southernmost point reached by us. It is situated on higher 
ground east of the Oued Mya and, properly speaking, outside the Oued Rhir water 
system. The freshness and luxuriance of the vegetation in this attractive oasis 
are due to the abundance of pure fresh water. This issues from borings into the bed 
of the Oued Seggueur. One of these collects at first in a small lake (41), whence it 
circulates through the irrigation channels. The excess collects south of the oasis 
as a large shallow expanse, Sebkha el Melah (46), where evaporation, even in winter, 
is sufficient to render it appreciably saline. 

Thermal waters. 

There are a number of thermal springs in various parts of Algeria. Two of 
these, which are also saline, were visited en route to the desert. Fontaine Chaude (9) 
is a spring of constant temperature about 23° 0. on the road from Constantine to 
Batna. It is very slightly saline and is noted for being one of the two localities in 
which is found the curious cyprinodont fish, Tellia apoda , devoid of pelvic fins. 
This is a near relative of Cyprinodon fasciatus , which is commofi in the saline waters 
of the Oued Rhir. 

Hammam Salahine (II) is a larger and hotter spring (41° C.) close to Biskra. 
It is also more saline and is used for medicinal t>aths. The spring wells up from the 
bottom of a large pool and flows down a stream in which collections were made. 

Desert wells. 

Plankton collections were made in a few isolated wells (45, 50, 52, 53, 54) on the 
journey Touggouert-Ouargla-El Golea. This was done by lowering a bucket and 
filtering the water through a plankton net. Such wells are interesting, both for the 
variation in composition of their water and for their extreme isolation. In the 
absence of strong light and with a relatively constant temperature, the fauna and 
flora are probably influenced mainly by the chemical composition of the water. 
But there is always the unknown factor of contamination by travellers. 

General chemical characteristics of the waters. 

The salinities, as estimated by density, range from 1000 (39, 45, 50) to 1172 (19), 
i.e. from fresh water to about eight times the salinity of sea-water. Station 19 is, 
however, well outside the range of the majority which extends between 1002 and 
1030, though eight samples range from 1048 to 1070. 

The range of pH found was 7*5-9*2, which is not abnormal for natural waters. 
The alkalinity range (0*001-0*018 N) indicates that they are buffered to about the 
same extent as sea or a hard fresh water (Table I; see also p. 238). The absolute 
concentrations of C0 8 , as roughly indicated by the alkalinity figures, are of the 
same order as in sea or a hard fresh water, but it follows that the relative con¬ 
centrations, expressed as percentage of the total weight of ions, are very low in all 
but the fresh water. This is correlated with a low relative concentration of Ca, 
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and is no doubt due to the precipitation of CaC0 8 with increasing salinity. The 
distinguishing feature of the Algerian waters is the high concentration of S0 4 which, 
when compared with sea-water, partly replaces Cl (Table TI). Tn an extreme' 
case (61) there is as much as 40 gm./l. S0 4 , which amounts to 58 per cent, of the total 
weight of ions. As would be expected, increasing salinity is correlated with a 
lowering of the relative concentration of S0 4 together with that of Ca, due to 
precipitation of CaS0 4 . In the most saline sample (19) the concentration of Ca 
was lowest. The abundance of gypsum deposits in North Africa is well known. 

The effects of evaporation on chemical composition were more certainly 
demonstrated by comparing two waters derived from the same source but having 
suffered different degrees of evaporation. This was done on two occasions : (i) 
Station 33 (Square Bresson) was a small pond at the bottom of a natural depression 
in the sand reaching the water-table. This water was well exposed for evaporation, 
whereas a well (33 a) dug within a few yards of the pond into the same water-table 
was more protected and contained water less than a quarter the salinity of the 
pond, (ii) The Bahr Inferieur at Ourlana (55) is the lower of two small natural 
lakes continuously fed by a stream of water up-welling from tin* bed of the Bahr 
Superieur (56). Within about 2 m. of the edge of 55, at the time of our visit, was a 
small pool (55 a), obviously formed by the seepage of water from the lake into 
a small, probably artificial, depression. The water in 55a, being out of the main 
stream, had become concentrated about six times. Comparing 33 a with 33 and 
55 with 55 a (Table IT) it is clear that evaporation has caused a decreased relative 
concentration of Ca and S0 4 , and this, as expected, is accompanied by an increased 
relative concentration of Na and Cl. 

Many of the desert waters, particularly in the Oued Rhir, are classed as ! eaux 
magnesiennes ’. This applies to the two wells (52) and (54) as well as to the main 
artesian water at Touggouert (57), which are termed k eaux magnesiennes potables ’. 
The intestinal disorders contracted by those who are not accustomed to it are said 
to be due to the high magnesium content. The analyses of these three waters 
(Table II) do not indicate an abnormally high relative concentration of Mg, but 
since the salinity is 15 to 20 times that of a normal fresh water, the absolute con¬ 
centration of Mg is correspondingly high. Sea-water diluted to the same salinity 
would have a similar composition except for a lower S0 4 and higher Cl content. 

Though the samples analysed in Table II are from waters widely separated over 
the areas visited, they all show the same general characteristics. " The differences 
are mainly attributable to the effects of concentration. These waters are, in fact, 
of tlie sulphato-chloride type (Clarke, 1924). Except where extreme concentration 
has altered the proportions, the relative concentrations of S0 4 and Cl are high, the 
former preponderating ; that of C0 8 is low. 

There is no a priori reason for supposing that, apart from total salinity, then' is 
anything in the composition of these waters likely to act directly as a biologically 
limiting factor. A possible exception is the low Ca concentration in the most saline 
sample (19). The absolute concentration (0*038 gm./l.) is, however, higher than in 
some very soft fresh waters (e.g. Loch Lomond, c. 0*004 gm./l.) which support a 
normal fauna and flora. But it is quite possible that a certain ionic balance is more 
important for life in saline than in fresh waters, and that, in fact, a low relative 
concentration of Ca in reducing resistance to the effects of high salinity, may 
constitute a limiting factor for some organisms, though the rotifer Brachiomis 
plicatilis (miUleri) can apparently live in Ca-free sea-water (Worley, 1929). This 
can only be settled by experiment. Ostwald (see Hober, 1926, p. 666), using con¬ 
centrations higher than fresh water, found that the freshwater Gam warm pufox 
could withstand stronger salt solutions if these were ‘ balanced ’, whereas Beadle 
and Cragg (1940 and unpublished) have shown that it can live for long periods in 
pure NaCl solutions, when of the same order of concentration as fresh water, and 
even in distilled water, Further experiments on these lines are obviously required. 
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Indirectly, the high concentration of S0 4 in these waters is likely to result in 
conditions of some biological importance. It is well known that under stagnant 
conditions H a S can be formed from dissolved sulphate by bacterial action (Stephenson, 
1930). The presence of H 2 S even in quite shallow pools is evidence of this, and will 
be discussed below. 

The biological effects of high salinity as such are likely to be two-fold. In the 
first place the fauna and flora will be limited to those forms possessing an efficient 
osmo-regulatory mechanism, and, secondly, an abundance of salts, coupled with the 
optimum light conditions of this region, is likely to favour the growth of phyto¬ 
plankton. The great abundance of phytoplankton, especially diatoms, was certainly 
confirmed. As a result the waters, even when stagnant, were always well oxygenated 
(see section on Water Layering). 

Water layering and H a S production. 

Without a boat we were unable to investigate thoroughly conditions at different 
depths. In the case of Ain Zerga, Tighididine (27), we made use of an overhanging 
bough to get water from the bottom at 2 m., and in Lac Merdjadja (18) a sample 
was got from 5 m. by swimming out from the shore. It was assumed that the 
temperature of samples from 5 m. or less did not alter by as much as 0-5° C. when 
drawn rapidly to the surface. A good indication of the temperature conditions 
at the bottom was also got by putting a thermometer into mud rapidly dragged up 
in the dredge thrown out from the shore. 

It is well known that in the cold season it is difficult to catch full-grown specimens 
of the cichlid fish of the Oued Rhir, because they hide at the bottom of the deeper 
lakes, where the average temperature is generally higher and more uniform than at 
the surface. The cold weather was unusually late in 1938 and continued until after 
we had left the desert. The average maximum and minimum shade temperatures at 
Touggouert from 12-20 February 1938 were 17*2° and 3*3° C., from 3-7 March 
20-5° and 4*0°. The more usual conditions are shown by the average monthly 
maxima and minima for the period 1916-20 :—February 19*7° and 6-3°, March 22*9° 
and 8*5°. For the hottest month (July) the average figures were 42-4° and 25*4° 
(Lasserre, 1922). We were therefore unable to observe the effects of the change 
of season, as we had hoped. But our few observations indicate some interesting 
problems which would repay further investigation. 

The relevant data are recorded in Table III. In assessing the significance of the 
temperature figures attention should be given to the time of day. These waters 
were of two types :—(a) In the lakes Merdjadja (18) and Ain Zerga, Tighididine (27), 
density and chemical conditions did not change with depth, and the reversed tem¬ 
perature gradient in the morning was, righted during the day, when the surface layers 
became warmer than the lower. Both these had subterranean inlets, as shown by 
the presence of an overflow and absence of a surface inlet. This would insure thorough 
mixing. ( b) In the second type there was a stagnant layer of water at the bottom 
which was much more saline than that at the surface. A reversed temperature 
gradient, which was sometimes very steep, was maintained throughout the day. 
The latter would, of course, have been impossible but for the much greater density 
of the lower water. 

The most remarkable example of the second type was Station 19, a very shallow 
expanse of water fed by the overflow from Merdjadja (18). Though only 0*3 m. deep, 
the bottom water was more than five times as dense and (at 2 p.m.) 12° hotter than 
the surface. The inflow was no more than a trickle, and there was no visible outflow. 
But the surface water, obviously directly derived from the inflow, may have been 
escaping at the edges by percolation through the sand. The underlying very saline 
water must have been stationary and unable to escape through salt-saturated mud. 
This condition may have been produced in the following manner. Both 18 and 19 
are quite unshaded and in the open desert, During the hot season the rate of 



SOME INLAND SALINE WATERS OF ALGERIA. 


229 


evaporation must be enormous, and the inflow into 19, in winter only a trickle, 
would probably stop, with the result that 19 would be reduced to a dry mud-flat 
saturated with salt. The first flooding by the inflow in the subsequent cold 
season would dissolve the salt and form a layer of extremely saline water, over 
which the following water would flow without mixing. A comparison between the 
percentage compositions of 18 and of the lower layer of 19 (Table II) suggests that 
much CaS0 4 is deposited in the mud during this process. This would help to make 
the mud impermeable and so preserve the lower saline layer so long as it is covered 
by the upper less saline water. During the day it is probable that, even in the 
cold season, sufficient radiant heat could penetrate this shallow water to raise the 
temperature of the mud to more than 30° 0. The stagnant layer overlying it would 
prevent the loss of heat at the surface, due to wind and evaporation, from affecting 
the mud. For the same reason heat loss at the surface during the night would have 
little effect on the lower layer. But observations during the change of seasons are 
required before this explanation can be shown to be the correct one. 


Table III. 


Station. 

Date. 

Febr. 

1938. 

Time. 

Depth. 

Density. 

Temp. 

(°(\). 

pH. 

Alkalinity 
(N). ' 

O, (<•<•./!*)* 

Cl 

(gm./l.). 

14 

13 

15.30 

Surfare 

1019 

16-0 

8-3 

00060 

_ _ 

9*65 




1 m. 

— 

250 

—. 

— 

— 

— 






(mud) 





16b 

14 

16.00 

Surface 

1017 

12-5 

8-5 

0*0061 

9*00 (7*90)* 

8*00 




1 m. 

1069 

13-5 

— 

0*0052 

3*30 (0*00)* 

19*55 

18 

15 

10.30 

Surface 

1030 

140 

8-6 

0*0031 

11*60 

16-93 




5 in. 

1030 

15.0 

8-6 

0*0031 

12*00 

16*93 

19 

15 

14.00 

Surface 

1033 

190 

8-5 

00040 

_ 

_ 




0-3 m. 

1172 

310 

9-0 

0*0180 

— 

163*50 

22 

16 

12.00 

Surface 

1048 

15-5 

8-8 

0*0132 

_ 

_ 




2 m. 

(crystal¬ 

250 

— 

— 

— 

— 





lizing) 






27 

19 

12.30 

Surface 

1005 

14*0 

8-6 

0*0022 

8*25 

1*53 




2 m. 

1005 

13-0 

8-5 

0*0022 

7*50 

1*53 


* Without preliminary brorrhnation. 


The very saline lower layer of 19 seemed to be toxic to most of the organisms 
living in 18. A ftvw Diatoms, apparently alive, were found on the surface of the mud. 
The upper layer, however, contained numbers of the green Chlamydomonad flagellate 
common in 18, and several dead Cyprinodon fasciatua were floating on the surface. 
These were presumably washed in with the inflow from 18 and were killed by sudden 
contact with the highly saline lower water or died owing to lack of suitable food. 

Station 19 was an extreme example of conditions which are apparently common 
in deeper waters of the Oued Rhir during the winter. In Meggarine S. Lake (22, 
Table III) the bottom at 2 m. was nearly 10° hotter than the surface, and was 
composed entirely of-salt crystals, showing that the lower water was saturated. 
This lake, like 19, was fed by surface water and possessed no outlet. The temperature 
of the lower water was much less than that of 19, and this was no doubt due to the 
greater depth and volume, which would hinder the penetration of radiant heat from 
above. It is possible that the lower layer would conserve to a certain degree the 
heat gained during the previous hot season, at which time (according to the explana¬ 
tion given above) it would not be covered by a less saline layer and would be much 
reduced by evaporation, No organisms were found in the lower saline water nor 
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amongst the salt crystals at the bottom, but both Diatoms and Chlamydomonadales 
were abundant in the upper layer and on the mud at the edge. 

A similar stratification was found in a stagnant irrigation channel (166, Table III) 
near Touggouert. The water was a little over l m. deep and the lower half was 
about four times as dense as the upper. A sharp discontinuity layer oould be seen 
at about 0*5 m. by stirring with a stick. There was a slight reversed temperature 
gradient at 2 p.m. This channel received water already used for irrigation, which 
would reach it at irregular intervals, since the plantations are flooded intermittently. 
It is probable that the lower water was received from an irrigation previous to the 
last one, and that it evaporated and became concentrated before the next inflow, 
which then floated on top and formed the upper layer. The water of the lower layer 
smelt strongly of H 2 S, and it might have been expected that, like the bottom of the 
hypolimnion of a eutrophic lake, it would have been devoid of oxygen and unable 
to support aerobic life. It was found, on the contrary, to contain plenty of oxygen 
(3*30 cc./l.), though, owing to the H 2 S, none could be detected without preliminary 
bromination (Table III). The plankton of the surface layer was very concentrated 
and included Diatoms, Myxophyceae, Rotifers, Cope pods and Nematodes (Table IV). 
In the lower layer the plankton was not as rich, but was by normal standards fairly 
abundant, all the forms found at the surface, except Cope pods, being represented. 
The H 2 S was presumably being produced in the mud, mainly, perhaps, through 
reduction of sulphate by bacterial action. In any case, the mud must have been in 
a condition of extreme reduction. The accumulation of oxygen in the lower layer 
could only have been caused by a constant production in the water itself. The 
abundance of phytoplankton, especially Diatoms, in the lower layer would account 
for this, and in such shallow water, which was also quite clear, illumination would 
be intense. 

Two examples were found in which there was no apparent density stratification, 
but where the water smelt strongly of H 2 S, even at the surface. The overflow from 
Ain Zerga, Tighididine (27), formed a small marshy pool (28) about 0*3 m. deep, 
and the H 2 S was, presumably, being formed in the soft black mud at the bottom. 
The oxygen content was not measured, but was no doubt plentiful, since the illumina¬ 
tion was good and abundant Diatoms and Myxophyceae were present. Some 
Copepod nauplii, dragonfly larvae and the mollusc Hydrobia brondeli were also found. 
The second example was the pool (33), at the bottom of a crater-like depression in 
the sand between Touggouert and Ouargla, known as k Square Bresson \ This was 
apparently a fault which had exposed the water-table. Thus there was no outlet or 
inlet in the ordinary sense, the level of the pool being maintained by the underlying 
water-table. The same water had been exposed by the digging of a well (33 a) within 
a few metres of the pool, but exposure of the pond surface had caused a consider¬ 
able rise of salinity as compared with the well-water, which was probably close in 
composition to the subterranean water. At the bottom of the pool was a deep and 
soft black mud—the probable seat of H 2 S production, the smell of which was evident 
oven in the surface water. As in 28, there was an abundance of phytoplankton, 
including Diatoms, Eugle.na and Myxophyceae, and the zooplankton included vast 
numbers of Rotifers and many Ephydrid and Tipulid larvae. 

The production of H 2 S in these waters seems to be associated more with the 
presence of a certain kind of soft and deep rriud than with any other obvious factor. 
The simultaneous production of oxygen by photosynthesis is an unusual pheno¬ 
menon, but several species of Diatoms have been recorded from water containing 
H a S (Kolbe, 1932), and many Myxophyceae are well known to inhabit sulphur 
springs. It is therefore probable that stagnant water in deserts, unlike a tropical 
swamp (Carter and Beadle, 1931), is never likely to be low in dissolved oxygen, 
for the reason that it would normally be saline and intensely illuminated. These 
conditions favour an abundant growth of Diatoms, and the oxygenation due to 
photosynthesis would override the reducing effect of the mud, 
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There are obviously several interesting problems in this connexion which would 
repay further investigation. In the first place the origin of this curious stratified 
condition could be decided by observations at different seasons. Secondly the 
unstable equilibrium between (i) reduction and H 2 S production in the mud and 
(ii) oxygenation by photosynthesis in the water in contact with it should be more 
thoroughly investigated. This might be done by simultaneous measurements of 
oxidation-reduction potential in the mud, and H 2 S and 0 2 concentrations in the 
water, during the day and also at night, when the production of 0 2 would cease. 
And lastly, the effects of H 2 S in the concentrations found, upon the respiratory 
metabolism of organisms able to live in such an environment might be a good subject 
for experiment. A comparison with its effects on other organisms might show some 
adaptation in the mechanism of respiration. 


Distribution of fauna and flora. 

It is never safe to draw far-reaching conclusions from a single sot of collections 
as to the effect of the environment upon the distribution of organisms. This is 
especially true of inland waters in which certain organisms may at one time be 
abundant and at another completely absent for reasons which we do not as yet 
understand. It is possible that environmental factors are not always responsible 
for such fluctuations, and that the life-history of some organisms may be partially 
directed by an internal physiological rhythm. On the other hand, if collections 
are made from a sufficient number of localities which differ primarily in respect of 
one factor (e.g. salinity), a general idea of the effect of variations in this factor can 
be obtained. 

Table IV summarizes the records of all organisms found except Bacteria and Pro¬ 
tozoa, and indicates where each was particularly abundant or scarce. In text-fig. 2 
the records (short vertical lines) are arranged to show the distribution in relation to 
salinity expressed as density. Certain general features are obvious. Such saline 
waters are extremely favourable to the growth of Diatoms. In most cases, especially 
in shallow water, they formed a dense green carpet on the surface of the mud, from 
which bubbles of oxygen rose during the day. Diatoms were also found alive in water 
of density 1109 (Station 7). They were recorded too from the mud surface in the 
saline pan (19) derived from the overflow from Lac Merdjadja (18), the density of 
the lower water being 1172. Unfortunately these were not examined before pre¬ 
servation, and they may have been washed in from 18 and killed by the sudden 
increase of salinity and thereby preserved. For reasons of space the records from 
the two most saline waters (7 and 19) are not included in text-fig. 2. 

The complete absence of Myxophyoeae and Mollusca from the saline waters of 
the Oran district (1 to 7) is very striking ; but there was no obvious peculiarity in 
the composition of these waters as compared with thoso of the desert where Myxo- 
phyceae and Mollusca were widespread (Tables II and IV) and temperature conditions 
were not peculiar (Table I). Equally remarkable was the absence of Myxophyoeae 
and Diatoms from 4 Fontaine Chaude 9 (9), a warm spring (23° C.) near Batna. The 
mud, but not the water, smelt strongly of H 2 S, and conditions were just those which 
might be expected to favour an abundant growth of Myxophyoeae. Instead, the 
flora was composed of masses of Spirogyra (2 spp.). 

We were unable to find any fauna or flora in the water or bottom mud of Lac 
Morselli (I), except for some Phyllopod nauplii (sp. undet.). In December 1925 
Gauthier (1928, p. 360) found an abundant fauna in this lake, comprising (Phyllo- 
poda) BranchineUa media and Branchinectella salina , (Cladocera) Moina ealinarum 
and Daphnia magna, (Copepoda) Wolterstorffia blanchardi (Cleiocamptus retrogressus ), 
(Ostraooda) Eucypris inflata, and some Ephydrid larvae. It appears, therefore, 
that the fauna and flora of the lake were, at the time of our visit, in the trough of a 
depression, the cause of which is quite inexplicable. 
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Desert wells (33a, 45, 50, 52, 53, 54). 

The water in a well is naturally unlikely to be concentrated by evaporation 
unless the water surface is close to ground level. The most saline of these six wells 
was Hassi Ali ben Salah (53, density 1010), in which the water surface waB only 
2 m. down (see Table I). It also had an unusually wide opening (diam. 2*5 m.) : 
the others were about 1 m. in diameter. The complete absence of plant life from all 
except 53, in which a few Diatoms were found, was obviously due to insufficient 
light. The fauna of these wells was composed mainly of Cladocera, Copepoda and 
Nematoda. There were also some Hydrachnida and Chironomid larvae in 33a and 
a few Ostracoda in 53. Hassi Butana (54) contained no organisms of any description. 
Its water was very similar in salinity and composition to that of 33a (see Table II, 
which also gives an analysis of 52). The only obvious peculiarities of the water in 
54 were a slight cloudiness and an unpleasant odour, and the bottom was muddy. 
In all the others the water was clear and the bottom was of clean sand. 

Salinity and distribution . 

We have already seen that total salinity is probably the predominant chemical 
factor. But the fauna and flora must be influenced not only by the actual salinity 
at a given time, but also by the variations which the same water will undergo from 
time to time, and which are often obviously extremely large. Colonization of such 
an environment must therefore entail adaptation to a great range of conditions. 
It is thus not surprising that inland saline water organisms are of predominantly 
freshwater and not of marine origin. Life in fresh waters already entails a much 
higher degree of osmotic independence and of adaptability to changing conditions 
than is normally required of marine organisms. Moreover, resistant stages are, 
for obvious reasons, essential for survival in most of these waters, which are liable 
to complete drought. Such stages, usually in the egg, have been evolved for tiding 
over unfavourable conditions (including drought) in fresh waters, and are rare with 
marine organisms. 

In studying text-fig. 2, in which the salinity ranges are reoorded, it must be borne 
in mind that very few waters were found with densities between 1030 and 1050. 
Some of the speoies whose upper limit is shown /it about 1030 would most probably 
have been found in water of higher salinity than this. 

If attention is confined to identified species, it will be seen that those which were 
found in the most saline waters (above 1050) were those which also had the widest 
range. Such were Spirulina subsalsa , Schizothrix lardacea, Arctodiaptomus salinus f 
Cletocamptics retrogressus , Nitocra lacustris , Megacyclops ? viridis , Aedes detritus and 
Ephydra macellaria. It is only to be expected that if an organism possesses an 
osmo-regulatory mechanism sufficiently effective for life in very high salinities, it 
should be able to live in much more dilute water so long as this is hypertonic to the 
body fluids. In none of the above species is the concentration of the body fluids 
known with the exception of Aedes detritus . Under experimental conditions this 
larva can live indefinitely and pupate in fresh water, though there are no records 
of its occurring naturally in any but definitely saline waters. When the salinity of 
the medium is below about 0*8 per cent (density c. 1005) the blood is maintained 
hypertonic to the medium; in water more saline than this it is hypotonic (Beadle, 
1939). It may be that its absence from fresh waters is du© to the necessity for a 
high salinity for the hatching and development of the eggs—a point which might 
be settled by experiment. In any case, this example serves as a warning that the 
natural salinity range of a given stage in the life-history of a species may be much 
less than the actual toleranco range, and may be restricted by the tolerance of some 
other stage. Artemia salina should also be included in this group of species, though 
its range as shown in text-fig. 2 is very narrow. Gauthier (1928, p. 370) found it in 
water with a density as low as 1017, and Medewewa (1927) recorded it from a salinity 
range of 2-22° Baum6 (c. 1012-1134). 
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There were several species which had an intermediate salinity range, not being 
recorded from very dilute or very saline water. Such were Vaucheria thureti , 
Synchaeia ? tavina, Branchinectella salina , Daphnia atkinsoni , Aedes caspius, Hydrobia 
brondeli and Cyprinodon fasciatus. The remainder were confined to waters of 
density less than 1010, the range of many of these extending into fresh water. The 
majority of this group have been recorded elsewhere from fresh water, and it is 
obvious that they, and some at least of the intermediate group (e.g. Daphnia atkinsoni ), 
are primarily freshwater organisms with varying degrees of resistance to low 
salinities. 

So far as osmotic regulation is concerned, organisms capable of life in saline 
water are probably of three types :— 

(i) Most freshwater forms which can maintain a hypertonic internal medium in 
fresh water, but are unable to prevent an increase of internal concentration in saline 
water. These can withstand a certain degree of salinity, but a limit is set by the 
maximum body fluid concentration which can be tolerated. This maximum depends 
upon the normal concentration maintained in fresh water, and varies with different 
species (Beadle and Cragg, 1940). The maximum external salinity tolerated by most 
purely freshwater species is probably equivalent to about 20 to 40 per cent sea-water 
(density 1004-1009) (Beadle and Cragg, 1940). Those species reported here from 
densities less than 1010, together with some from intermediate densities, are almost 
certainly of this type. 

(ii) Most marine organisms whose body fluids when in sea-water are practically 
isotonic with the medium, and whose tissues art* adapted to this concentration. 
These possess no means of regulating their body fluid concentration, and the salinity 
tolerance range is thus limited. The coastal brackish water organisms are mainly 
derived from this type and have evolved a mechanism for maintaining hypertonic 
body fluids in dilute sea-water, a line of evolution which ultimately leads to the fresh¬ 
water type. Both marine and coastal brackish water organisms have been reported 
from the inland saline waters of North Africa—e.g. Forarninifera (Gauthier-Lievre, 
1935), Chaetoceras sp., Enteromorpha intestinalis (Gauthier-Lievre, 1935) and 
Palaemonetes varians (Gurney, 1909) ; but, as might be expected, they have not 
been found in waters of much greater salinity than sea-water, and the mechanism for 
maintaining hypotonic body fluids and protoplasm in very saline media has probably 
not been adequately developed. 

(iii) Those organisms which have a powerful mechanism for maintaining hypotonic 
body fluids and are thus able to prevent undue rise of internal concentration in 
very saline water. From morphological considerations it is obvious that these 
truly saline water forms are derived from freshwater types, and this is supported 
on physiological grounds by the work of Medewewa (1927) on Artemia salina and of 
Beadle (1939) on Aedes detritus, who showed that the blood concentration main¬ 
tained by these animals is characteristic of purely freshwater animals. Those 
organisms recorded here from densities greater than 1050 must be of this type. 
Some of those from intermediate salinities would probably also be included if their 
osmo-regulatory mechanism could be investigated. Some of these inland salt-water 
forms are also found in the sea and coastal brackish water, e.g. Brachionus plicatilis , 
Synchaetai ? tavina and Aedes detritus. But they are not properly marine in the sense 
defined above, and have been evolved from freshwater ancestors. 

Other possible factors. 

It has been assumed that the efficiency of the osmoregulatory mechanism in 
relation to the external salinity is the chief factor which determines the occurrence 
and distribution of organisms in these waters. The analyses in Table II do, in fact, 
suggest that total salinity is the most important variable likely to affect the nature 
of tie fauna and flora. But it must be admitted that there are several other factors 
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Stations : 

Babdocok- Macrostomum sp. undet. ,. 

Undet.... . 

tniOFODA Branchtnectdta salina _ 

i Artemia aalina . 

iAdockra Daphnia magna . 

„ atkinsoni . 


?pukx .. 

Diaphanosoma brachyurum 

Simosa exspinosa . 

Moina salinarum . 

Alona nctangula . 

„ ftenuicaudis . 

Macrothrix hirmticomis .. 

JTBAOODA Undet. 

Arctodiaplomus nalinua ... 
Cletocamptus retrogressus .. 

Metacydops minutus . 

Paracydops fimbriatus _ 

Echinocamptm vidwus, sp.n. 

Nitoera lacustris . 

Horsiella brevicomis . 

Laophonte mohammed _ 

Megacydops ? viridis . 

Aides detritus ... . 

„ caspius . 

Culex tipuliformis . 

„ laticinctus . 

Theobaldia longiareolata... 


P*™>) 


Anopheles multicolor . 

Ephydra macellaria . 

(JMronomidae, undet. 

n>*ACH Eylais megalostoma....... 

XtDA Eupatra semiperforata..... 

Arrenurus pervius, sp. n... 

Kkatoda Undet. 

Hydrobia brondeli . 

„ ? armaria . 

Amnicola pycnocheila . 

„ letoumauxiana .. 

Mdanopsis ? maroccana ... 
Melanoides tvberculata .... 

Phytia ? myosotis . 

Pisidium, sp. undet. 

Cyprinodon fasciatvs . 

TeUia apoda . 

Bufo viridis viridis . 

Sana ridibunda . 


W*W3[4l5 


ililliilSIllllllliSlllllllll 


m 


« 


+ Recorded. 

# Particularly abundant, 
t Very rare. 

? Phvllopod nauplii only found. 


X Collections at these stations were not complete, organisms other than those 
recorded may have been present. 

A key to the stations is given in Table I. 
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which may reduce the aotual range of a species within the limits set by salinity. 
The following are some possibilities :— 

Hydrogen ion concentration . The range of the pH values recorded (Table I) was 
relatively Bmall and on the alkaline side of neutrality (7-5-9-1). The high alkalinity 
figures suggest that the waters were well buffered and thus unlikely to undergo 
large diurnal pH fluctuations due to photosynthesis. A good demonstration of the 
degree of buffering was given by the water coming from the main artesian boring 
at Touggouert (57). This at the source was saturated with CO, and slightly 
effervescing. The pH, originally 7*5, rose after thorough shaking to a maximum 
of 8*1. These are very close to the figures got from sea-water saturated with CO, 
and in equilibrium with air respectively (Harvey, 1928, p. 70). This correspondence 
would be expected on theoretical grounds, since the alkalinities of both are nearly 
equal (57, 0*0023, sea-water 0-0026 N), and the pH/CO, tension ourves should 
therefore follow the same course. The divergence due to difference in total con¬ 
centration of cations, as calculated from Saunders’ equation, would be insignificant 
(Saunders, 1926). 

The two pools (2 a) and (26) close to Lao Morselli between 08.00 and 11.30 hours 
on a cloudless day showed pH changes of 7-S-7-7 and 8*3-8*4 respectively. Both 
of these contained an abundant growth of Vaucheria Thuretii. The pH of the desert 
pool, Square Bresson (33), changed from 8-5 to 8*7 between 07.00 and 14.00 hours. 
In this the Diatom flora was very rich. It therefore seems improbable that pH 
fluctuation is a factor of much importance in determining the nature of the fauna 
and flora. 

Dissolved oxygen. Reasons have already been given for assuming that oxygen 
is never likely to be reduced sufficiently to affect the respiration of aerobic organisms 
(p. 48). 

Sulphuretted hydrogen. The frequent occurrence of H a S in these waters has 
already been discussed. That it should act as a limiting factor is probable. Some 
at least of the animals and plants seem to be unaffected .by its presence (e.g 
Stations 28 and 33), and it is well known that several blue-green algae, especially 
Oscillatoriaciae, are common in the waters of sulphur springs. 

Nutrient salts. No estimations were made of phosphate, nitrate or silicate; 
but owing to the general great abundance of plant life, including Diatoms, it is 
probable that the supply of these salts is never short, at least in winter, when our 
collections were made. It is, of course, possible that later in the season they may 
become exhausted in some of the stagnant waters ; but these are unlikely to escape 
complete evaporation in the summer, unless they are periodically renewed by irriga¬ 
tion water, which would supply more nutrient salts. 

Light. There is certainly no likelihood of insufficient illumination for plant life ; 
but it is very probable that in the desert summer the light would be too intense 
for some organisms, and photosynthesis in shallow waters might be completely 
inhibited. 

Temperature. With the exception of Hammam es Salahine (11), where typical 
hot spring conditions prevail, most of the water temperature records taken at various 
times of day range between 8° C. and 26° C. (Table I). The average minimum shade 
temperature during our stay at Touggouert in February was 3*3°, and a slight frost 
at dawn is normally recorded more than once during every winter from most of the 
meteorological stations in the Northern Sahara. On such occasions very shallow 
and exposed waters may become coated with a thin film of ice (Gautier, 1928). It 
is therefore probable that organisms in shallow pools are unable to escape tem¬ 
peratures below 5° C. on several occasions during the winter, though they would 
never become completely frozen. How far fluctuations within these limits are likely 
to regulate the nature of the fauna and flora cannot be known without further 
observation and experiment. The scarcity of cichlid fish in the upper layers of 
the Oued Rhir lakes during the. winter might reasonably be ascribed to low tera- 
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perature. That much higher temperatures may be reached in other than thermal 
waters under special conditions is shown by the case of 19 (discussed on p. 228). 
It is certain that the temperature (31° C.) of the lower water of 19 is sufficiently high 
to Restrict the fauna and flora to forms with special thermal adaptations, though 
in this case the extremely high salinity is also a limiting factor. In summer, when 
shade temperatures may exceed 40° C., there is no doubt that the organisms in 
shallow and exposed waters mast be affected. It would therefore be interesting 
to observe the changes at the onset of the hot season and to correlate these with 
experiments on the effects of high temperatures upon various species. 

The many natural and artificial up-wellings of water with a constant temperature 
between 20° and 26° C. in the Oued Rhir might be expected to afford a temporary 
asylum for organisms unable to withstand the high summer temperatures in shallow’ 
waters ; but at least some of the organisms recorded here from other than thermal 
waters are capable of adaptation to high temperatures. The fish Cyprinodon 
fasciatus is an outstanding example. It was caught in water at 9° C. (16a) as well as 
in the stream (35° C.) flowing from the hot spring at Hammam es Salahine (11c). 
It had previously been recorded closer to this spring in water at 40° C. (Pellegrin, 
1921, p. 35). Rana ridibunda , recorded here at 23° C. (9) and 24-5° C. (60), was 
found by Mason (1939) living permanently at 38° C., and temporarily, at even higher 
temperatures (up to 41° C.), at Hammam Meskoutine in N. Algeria. Many of the 
Myxophyceae in Table IV have been found elsewhere in hot springs —Oscillatoria 
Cortiana , O. Okeni , 0. formosa, O. tere,triform is , 0. tenuis , Spirulina subsalsa , Schizothrix 
lardacea , Lyngbya nigra , L. Martensiana , Merismopedia punctata (Geitler, 1932 ; 
Gauthier-Li&vrc, 1931) and Lyngbya aestuarii (Mason, 1939). 

A characteristic feature of desert temperature conditions, apart from seasonal 
extremes, is the relatively enormous diurnal fluctuation at all seasons. The average 
amplitude (max.-min.) of the diurnal fluctuation of shade temperature at Touggouert 
is about 13° in winter and 17° C. in summer. Farther south, at Adrar, the correspond¬ 
ing figures are 17° and 24° C. (Lasserre, 1922). Fluctuations on many individual days 
will be much greater than the average (e.g. 20° C. at Touggouert on 3. 3. 38), and the 
fluctuation amplitude of unshaded air temperature would, of course, be very much 
larger. It is therefore necessary for organisms living in exposed shallow' waters 
to be well adapted to large and rapid temperature changes. This would also form 
an interesting subject for experiment. 


Additional notes on the fauna and flora. 

These are not intended to be exhaustive, but comprise a few r extra points of 
interest relating mainly to previous reoords of some of the recorded organisms. 

Chlorophyoeae. 

Chaetoceras sp. This is a well-known marine pelagic genus, very rarely recorded 
from inland waters (Thienemann, 1925). It was found by Gauthier-Li^vre, but not 
by us, in Lac Temacine (IX). We found it in four localities in the Oued Rhir (water 
density 1004-1008). 

Enteromorpha intestinalis Link. A marine and estuarine alga previously reported 
from irrigation channels in the Algerian and Tunisian deserts (Gauthier-Ltevre,. 
1931). 

Myxophyceae. 

Cyanothrix Willei Gardner. According to Geitler (1932) this has been recorded 
previously only from standing water in Porto Rico, Central Amerioa (salinity not 
mentioned). It was found by us in three slightly saline waters (density 1005-1007) 
and has been identified by Dr. K. B. Blackburn in Prof. Omer Cooper’s saline water 
oollections from Siwa Oasis in the Egyptian Desert (personal communication). 
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Merismopedia punctata Meyen. Not mentioned by Gauthier-Li^vre (1931) a# 
having previously been recorded from N. Africa, though found by us in six saline 
waters of the Oued Rhir. Recorded elsewhere from saline and thermal waters 
(Geitler, 1932). 

Phormidium molle Gom. Also not recorded by Gauthier-Li&vre (1931), though 
known elsewhere from inland saline waters (Geitler, 1932). 

The remainder of the identified Mvxophyceae have previously been recorded 
from N. African saline waters (Gauthier-Li6vre, 1931). 

Rotifera. 

Brachionu8 plicatilis Muller ( B . mulleri Ehrbg.). A very well known estuarine 
and coastal salt marsh species. It has also been recorded from inland saline waters 
in Europe and East and South Africa (Thienemann, 1931 ; de Beauchamp, 1932 ; 
Hutchinson et al. y 1932). 

Pedalia fennica Lev. I am indebted for the following information to Dr. *J. 
Wiszniewski, to whom some of my samples were sent by Prof, de Beauchamp. 
Many varieties of the species fennica are recognized, of which bulgarica and jenkinae 
are extremes. This Saharan form is perhaps another variation characterized by a 
tendency to reduction in the number of hairs on the locomotory appendages. 

It has been found in neutral and alkaline saline waters in South Africa 
(Hutchinson et al ., 1932) and rarely in saline acid waters (e.g. in Central America : 
Juday, 1916). Reported once from North Africa in Gauthier’s collection from 
L. Fetzara on the north coast of Algeria (de Beauchamp, 1930). Gauthier (1928) 
indicates that the water was saline, but no figures are given. It was the most 
abundant of the Rotifers in our collections, especially in moderately high salinities. 
In some cases (e.g. 33 and 36) they were numerous enough to make the water 
■cloudy. 

Synchaeta ? tavina Hood. Prof, de Beauchamp writes : “ Probablement 

Synchaeta tavina Hood, malgr6 de 16geres differences : cette espece n’etait connue 
que de la Mer du Nord, et s’il y a nombreuse Synchaeta d’eau saumAtre au bord de 
la Mer, elles paraissent exceptionnelles dans les lacs sales interieurs.” 

B. plicatilis and P. fennica were usually found together, and S. ? tavina was never 
found unaccompanied by P. fennica. 

Monostyla lamellata Daday. Also found in Gauthier’s collection from L. Fetzara, 
N. Algeria (de Beauchamp, 1930). Otherwise known from alkaline saline lakes in 
Eastern Europe and North and Central America (Harring and Meyers, 1926). 

Notolca scapha Gosse (N. striata Muller). Well known marine and estuarine 
species, recorded from German inland saline waters (Westfalen) by Thienemann 
(1913). 

The remaining Rotifers, with the exception of Lecane ? aeganea , whose identifica¬ 
tion is uncertain, were all found in the freshwater lake (41 b) at El Golea. They are 
known only from fresh waters. 

Phyllopoda. 

BranchinecteUa salina Daday. So far found only in saline waters of French North 
Africa. Gauthier (1928) records it from waters of density range 1010-1030. We 
found it only in the Sebkha d’Oran (3 : density 1016). 

Gladoceba. 

Daphnia magrni Strauss, Moina salinarum Gurney, Alona rectangula Sars, and 
Simosa exspinosa de Geer have all been previously recorded from coastal and inland 
saline waters of Algeria (Gauthier, 1928). Of these it seems that M. salinarum is 
the only exclusively saline species. 

, Daphnia dtkinsoni Baird. Found by Gauthier (1928) only in fresh water, but 
Gurney (1909) found it in the salt lake Sedjoumi near Tunis. 

Diaphano8oma brachyurum Li4vin. Previously found in North Africa in fresh 
water only (Gauthier, 1928). 
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These were identified by Dr. F. Kiefer, whose report is as yet unpublished. The 
synonyms given in brackets are those used by Gauthier (1928). 

Arctodiaptomus salinus Daday (Diaptomus salinus Daday) and Cletocamptm 
retrogres8U8 Schmank ( Wollerstorffia blanchardi Richard). The salinity range for these 
two species recorded by Gauthier (1928) was close to that given in text-fig. 2, but 
he also found them in fresh water. 

Metocyclops rninutus Claus (Cyclops minutus Claus). Recorded by Gauthier (1928) 
from a number of localities in French North Africa, but none of these was apparently 
saline ; but the Cyclops diaphanus Fischer found by Gurney (1909) in water of 
density 1007 in Sebkha Sedjoumi in Tunisia is considered by Gauthier to be the 
same species. 

Paracyclops fimbriatus Fischer (Cyclops fimbriatus Fischer). Found in three 
desert wells, two of which (45 and 50) were fresh and the third slightly saline (33 a : 
density 1007). Gauthier (1928) records it only from running fresh waters in Northern 
Algeria and Tunisia. 

Megacyclops ? viridis Jur. (Cyclops viridis Jur.). If this is indeed the same 
species recorded by Gauthier from a large number of fresh waters in Northern Algeria 
and Tunisia, and once only from slightly saline water in the Marais de la Macta near 
Oran (density 1002 max.), it is interesting to note that we found it in the extremely 
jsaline Ouargla Chott (density 1054) and in a stream running into it (density 1008). 

Echinocamptus (Limocamptus ) viduus , sp. n. This new species is described by 
Kiefer from two females taken in the Sebkha d’Oran (3 : density 1016). 

Insecta. n 

The mosquito larvae Aedes detritus Edw. and A. caspius Pallas are well known 
inhabitants of saline waters, to which they seem to be confined. They both possess 
the extremely reduced anal gills characteristic of saline water forms (Beadle, 1939). 
The remaining mosquito larvae are normally found in fresh, but have all on occasions 
been recorded from slightly saline waters. 

Summary. 

(1) An expedition to study the ecology of some inland saline waters in Algeria 
was undertaken in the winter (January to March) of 1938. Some 60 waters were 
examined, seven near Oran on the north coast, and the remainder in the Oued Rhir 
district of the northern Algerian Sahara. 

(2) The origin of these waters is briefly described. 

(3) The range of water densities found w r as 1000—1172 (fresh water 1000, sea¬ 
water 1022) ; pH 7-5-9-2 ; alkalinity 0-0010-0*0190 N. 

(4) Total analyses of representative samples show that they are of the sulphato- 
chloride type, being ‘ physiologically 5 well balanced, but containing relatively less 
<31 and more S0 4 than sea-water. 

(5) The relative ionic composition is altered with increasing concentration, due 
mainly to precipitation of Ca and S0 4 ; but it seems that such changes are 
unimportant, compared with differences in total salinity, in determining the nature 
of the fauna and flora. 

(6) A comparison of the salinity ranges of the identified organisms suggests that 
they fall into three main groups : (i) freshwater species with capacity for adaptation 
to low salinities ; (ii) forms found only in intermediate salinities ; and (iii) those 
capable of living in extremely saline water. This last group has also the greatest 
salinity range. 

(7) The few marine types present (e.g. the Diatom Chaetoceras sp. and the alga 
Enteromorpha intestinalis) are found only in relatively low salinities. The majority 
Are of freshwater origin, including those adapted to the most saline waters. These 
facts are discussed in relation to experimental work on osmotic regulation. 
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(8) A curious condition of water layering was found to be fairly common. A 
war in, sometimes very hot, layer of saline water is overlaid by a cooler and less 
saline layer. In one ease (19), where the total depth was only 0*3 m., the density of 
the lower water was five times that of the upper. In suoh cases the lower stagnant 
layer may contain simultaneously both H 2 S, due to reduction in the mud, and 0 2 in 
high concentrations as the result of Diatom photosynthesis in the water. 

(9) High salinity and illumination favour an abundant growth of phytoplankton, 
especially Diatoms. It is concluded that exposed waters in deserts are probably 
always well oxygenated, reduction being more than compensated by photosynthetic 
oxygen production. 

(10) Other factors of possible biological importance, such as temperature, are also 
discussed. 

(11) A few observations were also made on thermal waters and desert wells. 

(12) As the result of this work several problems requiring more thorough, 
investigation are suggested. 
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The seasons in a tropical rain-forest. Part 6. Lizards (Emma). By John R. 
Baker, M.A., D.Sc. (Communicated by Prof. E. S. Goodrich, F.R.S., F.L.S.) 
(From the Department of Zoology and Comparative Anatomy, Oxford.) 

(With 1 Text-figure) 


[Head 7 Juno 1045] 

Introduction. —In previous papers in this series, the breeding seasons of mammals 
and birds in the island of Espiritu Santo, New Hebrides (Pacific Ocean), have been 
considered. It may be recollected that Hog Harbour, where the investigation was 
made, was chosen on account of the remarkably uniform climate. Although more 
rain falls at one time of year than at another, yet there is no dry season. Temperature 
changes are very small. The site is 15° 15' south of the equator. There are few 
places on the surface of the earth where seasonal changes in meteorological conditions 
are smaller. It was thought interesting to find out whether animals respond to the 
conditions by breeding all the year round. The chosen mammals and birds were 
found to have restricted breeding seasons. The present paper is concerned with the 
reproduction of two species of lizards. 

On his second visit to the New Hebrides, in 1927, the writer studied the repro¬ 
duction of one of the lizards considered in tliis paper (Emoia werneri ), and published 
a brief account of it (Baker, 1929). In 1933-4 he visited the islands again with the 
expedition made under the auspices of the Oxford University Exploration Club. The 
expedition had the financial support of the Royal Society, the Percy Sladen 
Memorial Fund, the University of Oxford and of New College, Oxford. The writer 
wishes to acknowledge the help rendered by the other members of the expedition 
(Miss I. Baker, Mr. T. F. Bird, Mrs. Z. Baker, Mr. T. H. Harrisson and Mr. A. J. 
Marshall) in the weighing, dissection and preservation of specimens of Emma cyanura. 
Mr. H. W. Parker kindly indentified our reptiles and gave information about them. 

Description of the species investigated. —Fourteen species of lizards occur in the 
New Hebrides, all belonging to the widely distributed families of skinks and geckoes. 
The most abundant of all are the little skinks, Emoia cyanura (Lesson) and E. werneri 
(Vogt). These are the two species with which tliis paper deals. They were chosen 
on account of the ease with which large numbers could be obtained throughout the 
year. They are especially abundant in native villages and clearings, where they 
expose themselves freely to the sunshine. They are agile, and the limbs are not 
nearly so much reduced as they often are among the skinks. 

Emoia cyanura (=Lygosoma cyanurum). Among 622 specimens weighing 1'5 gm. 
and over, the two largest (both males) weighed 3'3 gm. There is a longitudinal 
golden stripe running right down the back and another parallel to it on each side. 
The space between the golden stripes is brown or brownish golden. The tail is dull 
olive green during life. In preserved specimens its colour sometimes changes to a 
blue resembling that of E. werneri. It is unfortunate that the name cyanura should 
refer to a species in which the tail is in life so far from Kuaveos (glossy blue). 

E. werneri (=Lygosoma kordoanum =.Lygosoma lessoni). The two largest specimens 
each weighed only 2*4 gm. This is a far more brilliantly coloured species than 
E. cyanura. There are the same three longitudinal golden stripes, but the spaces 
between them are almost black, while the tail is a brilliant powder blue. (This 
colour begins behind the hind legs, while the olive green of E. cyanura begins further 
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forward.) A very good likeness of this species, in colour, is given by Duperrey (1826), 
though the picture is stated to refer to Scincus cyanurus. For the anatomical 
distinction between E. cyanura and E. werneri , see Parker (1925). The two species 
were formerly confused under the name of Lygosoma cyanurum (see Boulanger, 1887). 

The young of both species have the same colour as adults, and there is no sexual 
difference. 

The specimens used in this investigation were caught by native children in return 
for rewards. 

The reproductive cycle in the female.—Emoia cyanura . This is the species studied 
by the 1933-4 expedition. It will be taken first because it was investigated more 
thoroughly than the other species. 

Specimens were collected in the middle of each month of the year from September 
1933 to August 1934, inclusive. It was found that no sudden change occurred in 
the reproductive condition, and the data are therefore grouped together in bi-monthly 
periods in the analysis (September-October, November-Becember, etc.). 

In any study of breeding seasons, it is of prime importance to fix the criteria by 
which adults can be distinguished from young. In Emoia the criterion of body-weight 
is adequate. No female weighing (with intact tail) 1*5 gm. or less was found to have 
eggs in the oviduct, while eggs were found in the oviducts of specimens in each 1/10 gm. 
weight-group from 1*6 gm. upwards. Females weighing 1*6 gm. and over were 
therefore regarded as adult. 

On dissection, it is immediately apparent whether there are eggs in the oviducts/ 
as the eggs are quite large (about 0*2 gm. each). Specimens with eggs in the oviducts 
are called ovigerous. In these specimens there is almost always one egg in each oviduct. 
Large Graafian follicles are not found in the ovaries of ovigerous females, but each 
ovary contains a rather irregularly-shaped body resembling a corpus luteum. 

In specimens that were not ovigerous, the diameter of the largest follicle in the 
ovaries was measured, in order to provide a criterion of fecundity. If the largest 
follicle was 3*0 mm. or more in diameter, the specimen was regarded as fecund ; if 
less, as non-fecund. The figure of 30 mm. serves well to distinguish between the 
many specimens with inactive ovaries containing no follicle measuring more than 
1*5 mm., and those others, in full reproductive condition, with follicles up to 6 mm. 
across, or occasionally even more (7-5 mm.). Few specimens have follicles of inter¬ 
mediate size (about 2 or 2*5 mm.). The size of the growing oocyte is approximately 
the same as that of the follicle, for the wall is thin. 

Adult females, then, are classified as ovigerous, fecund, or non-fecund. Those in 
the two former categories are described as being in a reproductive state. 

The average number of adult females dissected in each bi-monthly period was 
forty-four. The percentage of adult females that were in a reproductive state in 
each such period is shown in fig. 1 and Appendix I. 60 % were reproductive in 
November-Deoember, and the figure falls smoothly to reach a minimum (15%) in 
May-June. In no single month in the year is reproduction at a standstill, though 
only one ovigerous female was found in June. A peculiar point is that the two 
ovigerous females taken in May each contained only one egg, instead of the nearly 
invariable two. 

Many young specimens, weighing 15 gm. or less were collected in each bi-monthly 
period of the year. 

Emoia werneri . This species was studied by the writer in 1927. Natives con¬ 
tinued the collection and preservation of specimens after he had returned to England, 
under the supervision of the Rev. W. Anderson, and thus the whole year was covered. 
A brief report has been published (Baker, 1929), but too low a weight was selected as 
a criterion for adults, and re-analysis is therefore necessary. 

Female E . werneri are in this paper regarded as adult if they have attained a 
weight of 1*25 gm. or more. The reproductive condition of adults in each bi-monthly 
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period is shown in Appendix I. The same criterion of fecundity was used as in the 
work on E. cyanura. The number of specimens studied was smaller than of the 
other species (136 adult females instead of 266). 



Fig. 1.—Graph showing what percentage of females were in a reproductive state (ovigerous or 
fecund) in each two-monthly period. The curve at the top of the graph shows the seasonal 
change in duration of daylight. 


Fig. 1 shows that the percentage of adult females that were in a reproductive 
state in each bi-monthly period of the year corresponds well with the data for 
E. cyanura . As in that species, the figure reaches its highest point in November- 
Deoember and its lowest in May-June. No ovigerous female was collected in May, 

18 * 
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but since only eight adult females were dissected in that month, this cannot be taken 
to prove that reproduction was actually at a standstill at that particular time. 
However, none of the twenty-seven non-ovigerous females collected in May-June 
was fecund, and it is therefore clear that reproduction was at a low ebb at that 
season. 

Many young specimens, weighing 1*25 gm. or less, were collected in each bi-monthly 
period of the year. 

The reproductive cycle in the male. — E. cyanura. Males weighing 1*6 gm. and over 
were regarded as adult. The average number of adult males dissected in each bi¬ 
monthly period was forty-two. The testes of adult males were preserved in formol- 
salt-alcohol and weighed after preservation. All the testes collected during one 
month were put on the balance together, so as to minimize loss of weight by evaporation 
during weighing. The bi-monthly data are given in Appendix 2. Preservation 
causes a small loss of weight, and the figures given are somewhat less than they 
would have been if the organs had been weighed in a fresh condition. 

The mean weight of the testes was high (about 22 mg.) from September-October 
till January-February and then fell off, reaching its lowest point (8 mg.) in May-June, 
when the reproductive processes of the female were also at their minimum. 

The diameter of the seminiferous tubules, measured in microscopical sections, 
was about 250/a in November and had sunk to about 180 /a in May-June. There was 
thus nothing approaching the marked change that occurs in the Passerine bird, 
Pachycephala, in the same locality (Baker, Marshall and Harrisson, 1939). 

E. werneri. Males weighing 1*25 gm. and over were regarded as adult. The 
average number of adult males dissected in each bi-monthly period was seventeen, and 
the fewest in any such period eight. Spermatozoa were seen in the epididymis of 
every adult male except five, and were abundant in the great majority throughout 
the year. At the reproductive minimum, in May-June, spermatozoa were present 
at full abundance in sixteen out of the nineteen adults examined, and in reduced 
numbers in the other three. It is thus clear that males remain in reproductive 
condition throughout the year. 

Remarks .—Since each of the studies reported in this paper lasted only twelve 
months, theT© is no conclusive proof that the cycle in reproduction is annual; but 
the fact that the data for 1927 (E. werneri) correspond closely with those for 1933-4 
(E. cyanura) suggests strongly that the cycle is in fact annual in both species. 

The minimum of reproduction in both species corresponds with the period of 
shortest days and the maximum comes when the days are nearing their longest 
(fig. 1). The longest day is 1 hour 48 minutes longer than the shortest. 

This paper concludes the detailed accounts of the seasonal reproductive phenomena 
shown by the selected terrestrial vertebrates at Hog Harbour, New Hebrides. It 
remains only to bring together the general conclusions that can be derived from the 
data presented in this and the five previous papers in the series. It is hoped to 
publish the general conclusions in a final paper. 

Summary .—(1) This paper is concerned with the reproduction of two species of 
skinks in the remarkably unvarying tropical climate of Hog Harbour, Espiritu Santo, 
New Hebrides (15° 15' S., in the Pacific Ocean). 

(2) The reproductive cycle of each species was studied over a period of twelve 
months, Emoia werneri in 1927 and E. cyanura in 1933-4. 

(3) In both species reproduction was at its height in November-December and 
at its lowest ebb in May-Juno. E. cyanura produced eggs throughout the year, but 
E. werneri appears to have failed to do so in May. 

(4) Males in reproductive condition are found in both species throughout the year. 

(5) At the time of reproductive minimum (May-June), the testes weigh about 
one-third as much as at the reproductive maximum (E. cyanura ). 
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Appendix I, showing the numbers and percentages of adult females in various 
reproductive conditions. 
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9 

•» 

22 

7 

7 

4 

67 

Mar.-Apr. 

50 

10 

20 

40 

18 

4 

38 

May-June .... 

31 

4 

13 

27 

27 

0 

13 

July-Aug. 

12 

•> 

17 

10 

10 

1 

25 

Sept.-Aug. 

21 

5 

24 

10 

10 

4 

43 

Nov.-Dee. 

13 

8 

02 

5 

5 

2 

77 


Appendix II, showing the weights (preserved) of the testes of adult male 
E. cyanura. 



Number of 

Total 

Mean weight 


pairs of testes 

weight 

per pail* 


weighed 

(milligrams) 

(milligrams) 

Sept.-Oct. 

.%'ij 

740 

22 

Nov.-Dee. 

35 

800 

23 

Jan.-Feb. 

32 

675 

21 

Mar.-Apr. 

57 

780 

14 

May-Juno. 

444 

340 

8 

July-Aug. ...... 

504 

890 

18 
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The seasons in a tropical rain-forest (New Hebrides). Part 7 (Final part). Summary 
and general conclusions. By John R. Baker, M.A., D.Sc. (Communicated by 
Prof. E. S. Goodrich, F.R.S., F.L.S.) (From the Department of Zoology and 
Comparative Anatomy, Oxford.) 

(With 1 Text-figure) 

[Head 7 June 1945J 

Introduction .—In the study of the causes of breeding seasons, physiological 
investigation alone cannot suffice : it must be reinforced by observations made in 
natural habitats. It is not sufficient to show experimentally that this or that 
environmental change will start or stop reproduction in a certain organism : one 
must try to find what are the causes that start or stop it in nature. In the course of 
evolution, animals have adapted themselves to respond to certain environmental 
changes by breeding, and to others by stopping breeding. Breeding seasons can 
only be understood when these changes are known. It is not necessarily relevant to 
the problem of breeding seasons to discover what environmental changes can be 
used artificially to start or stop reproduction. For instance, one may prevent an 
animal from breeding by depriving it of vitamin E ; but unless lack of this vitamin is 
the cause of the cessation of breeding in nature, the knowledge gained by the experi¬ 
ment does not throw light on the adaptation of the organism to its environment. In 
fact, one might almost as well study animal locomotion by propelling the animal 
mechanically or breaking its legs. These facts have tended to be overlooked, and 
purely physiological studies have been regarded as throwing direct light on the natural 
mechanism by which breeding seasons are controlled (see Baker, 1938). Such 
physiological studies may have great intrinsic interest and practical importance, but 
may not illuminate the subject of breeding seasons. 

One of the most interesting natural habitats in which to investigate the breeding 
seasons of animals is the tropical rain-forest, for here the environmental conditions 
vary less during the year than in any other part of the land-surface of the world. A 
study of the climates of tropical rain-forest regions all over the world shows that the 
northern New Hebrides (in the western Pacific Ocean) have a particularly unvarying 
climate. The mean temperature of the hottest month is not much more than 2° C. 
higher than that of the coolest, and rain falls so abundantly throughout the year 
that on the average of many years the driest month in the New Hebrides is wetter 
than the wettest in most parts of England. 

The study of the seasons in the rain-forest of the northern New Hebrides was 
the main object of the Oxford University Expedition, 1933-4. The whole of the 
expedition’s work on this subject was done in the vicinity of Hog Harbour, in the 
island of Espiritu Santo (15° 15' S.). The members of the expedition were Mr. T. F. 
Bird, Mr. A. J. Marshall, Mr. T. H. Harrisson, Mrs. Z. Baker, Miss I. Baker, and the 
writer. All the members shared the work in the field, which started at the beginning 
of September 1933 and ended at the beginning of September 1934. The results of 
the expedition have been recorded in six papers in this journal, which are quoted in 
the list of references at the end of the present paper. The purpose of this paper is to 
provide a summary of the results and to draw general conclusions. 

The expedition set itself two problems :— 

(1) Do the vertebrates of this rain-forest region reproduce continuously, or do 
they have breeding seasons ? 

(2) If there are breeding seasons, can they be correlated with any environmental 
changes ? 
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A definite answer was obtained to the first question. It was not found possible 
to answer the second question positively, but proof was obtained that certain 
environmental factors do not control certain breeding seasons. 

To prove that a species is not breeding at a certain time demands intensive study. 
The existence of breeding seasons has often been claimed because birds’ eggs have 
been found at one time of year and not at another. In any study of the breeding 
seasons of birds, nests must of course be searched for and recorded, but conclusions 
must not be based solely on the success or failure of the search. Proof of the exist- 
ence of breeding cycles can only be established by the dissection and microscopical 
investigation of a considerable number of individuals in every month of the year. 
An investigation of this kind is a large undertaking, and only a few species can be 
studied in such detail; but the results obtained are sure. The species chosen by 
the expedition for intensive study were the following :— 

A large fruit-bat, Pier opus geddiei. 

An insectivorous bat, Miniopterus australis. 

A passerine bird, Pachycephila pect oralis (Golden Whistler). 

A small lizard (skink), Emoia cyanura. 

The investigation was based on the dissection of 378 Pier opus geddiei , 542 Mini¬ 
opterus australis , 319 Pachycephala pectoralis, and 520 Emoia, cyanura. 

Less intensive observations were also made on other insectivorous bats and on 
the smaller fruit-bat, Pteropus eotimis. Mr. T. H. Harrisson and Mr. A. J. Marshall 
also made a general study of the reproduction of birds, winch they propose to publish 
when they are released from military duties. 

Observations were also made on the flowering and fruiting of certain common 
wild plants, namely :— 

An orchid, Corymborchis veratrifolia. 

A fig, Ficus copiosa. 

Wild Kava, Piper methysticum. 

A deciduous tree, Garuga floribunda. 

A large leguminous tree, Castanospermum australc. 

A rose-apple, Eugenia, Richii. 

A strand-tree, Barringtonia asiatim. 

A bush (Rubiaceae), Psychotria aneityensis. 

A small herb, Geophila hsrbacea. 

Observations were also made on the plant called by the natives * nasukonru’. 
This is probably the commonest angiosperm of the northern New Hebrides. Nearly 
everywhere it is the dominant plant of the forest undergrowth. Curiously enough, 
neither flower nor fruit of this species was seen by any member of the expedition 
throughout the year, except that flower-buds were seen on one occasion in the high 
mountains, far from the scene of the breeding-season investigation. The natives, 
who are keen naturalists, state that they do not know the flower of this species, 
which was doubtfully identified from our leaves as Procris pedunculata. 

The plants were studied because it was thought that they might provide a sensitive 
index of meteorological changes. 

The animals and plants named in the two lists given above will generally be referied 
to by their generic names only in this paper, for the sake of brevity. 

The meteorological changes during the year were studied in detail. Instruments 
were exposed both in the standard way and also in the forest itself. 
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A summary of the seasonal changes in weather and reproduction. 

The contents of the six proceeding papers in this series are very briefly summarized 
below, each month of the year being treated separately. Fig. 1 represents the main 
facts of the breeding seasons graphically. 


September. 

When the expedition began its work, the length of day (nearly 12 hours) was 
increasing; the daily period of sunshine averaged nearly six hours. The heaviest 
rains had not started, and the mean barometric pressure was higher than in any 
other month of the year. The temperatures shown by all the thermometers (by the 
maximum and minimum in the Stevenson screen and the grass-minimum in the open, 
as well as by the maximum, minimum and earth-thermometers in the forest) were 
about half-way between the highest and lowest recorded during the year. The 
temperature was to rise and the rainfall to increase in succeeding months as the length 
of day increased, and then all were to fall away until they began to rise once more 
before the year’s work was complete. Thus the expedition started work at the end 
of the southern winter ; but it is absurd to apply such a terra as winter when the 
climate was so hot and the annual temperature changes so small, and it is better to 
say the end of the borepheuge (the period during which the sun has left its most 
northerly point but is not yet overhead at the equator). The notodune (southern 
spring) started when the sun reached the equator at the September equinox. 

Two of the observed plants showed no change in their reproductive condition 
throughout the year, and they need therefore only be mentioned once. These are 
the common undergrowth herb, Geophila , which reproduced continuously, and the 
‘ nasukonru ’, which, as has been stated above, never showed a flower or fruit in any 
of the twelve months of observation. All the other observed plants except Corym- 
borchis were in flower or fruit in September. Early in the month Garuga was devoid 
of leaves. This large leafless tree had a remarkably incongruous appearance when the 
luxuriantly green rain-forest was viewed from the sea. Later in the month leaves 
appeared, and with them the flowers, which were not seen again during the year. 
This is the most obviously seasonal plant in the northern New Hebrides. 

A few of the fruit-bats, Pteropus, were pregnant, but the main season for repro¬ 
duction was over and the testes of the males were growing in preparation for the next. 
The females of the insectivorous bat, Miniopterus , became pregnant at the beginning 
of this month (or possibly at the very end of the preceding month). The epididymides 
of the males were still crowded with spermatozoa. No eggs of the passerine bird, 
Pachycephala, were found, though the testes of the males were near their maximum 
size. About half the adults of Pachycephala were moulting to some extent. The 
little lizards, Emoia, were breeding rapidly, the males having large testes and many 
of the females being ovigorous. 


October. 

In this month, just after the beginning of the notodune or southern spring, there 
was little change in the weather. Corymborchis came into flower and all the other 
plants under observation remained in flower or fruit *. A few females of Pteropus 
were still pregnant, and the testes of the males continued to grow. The males of 
Miniopterus had small testes, while the embryos in the females had made a large 
advance in size. A single nest of Pachycephala containing eggs was found, evidently 
produced by a straggler from the previous season. Emoia continued to breed, and 
indeed did so throughout the year, though not always at the same rate. 


Garuga was not observed during this month. 
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November. 

This month was marked, as usual, by the beginning of wetter weathor, though it 
must be remembered that then? is no dry season in this part of the world. The sun 
passed overhead on its way south on the 14th ; the temperatures shown by all the 
thermometers rose. The observed plants (except Garuga) remained in flower or 
fruit. No more pregnancy was found in Pier opus ; the testes were continuing to 
grow in readiness for the next season. The embryos of Miniopterus had once more 
grown greatly. The testes of Pachycephala at last began to decrease in size, and 
nearly every adult of both sexes was moulting, at least in patches. 

December. 

Rainfall increased to a daily average of 18*3 nun., the lughost for any month of 
the year. The temp>eratuiv remained high. The longest, day of the year, on the 
21st, extended to 13 hours 2 minutes. Most of the observed plants remained in 
flower or fruit. The testes of Pteropus continued to grow. The embryos of Mini - 
opterus increased to their maximum size and were born during this month (or perhaps 
early the next). The epididymides of the males were now empty of sj>ermatozoa. 
Pachycephala was in full moult; the testes of the males dropped to their minimum 
weight, less than one-fortieth of what they were to reach at their maximum in July, 
and the majority contained no spermatozoa. 

January. 

The early part of the notopheuge or southern summer was hot and wet. The 
mean temperature for the month in the Stevenson screen reached its highest figure 
for the year (26*6° C.,—80° F.), but it is to be recollected that tins was only 2*1° C. 
more than the mean temperature of the coolest month. All the observed plants, 
except Garuga , remained in flower or fruit. The testes of Pteropus reached their 
maximum size. The females of Miniopterus had now given birth to their young. 
The testes of Pachycephala were just, beginning to increase in size. 

February. 

The weather remained hot and wet. The sun piassed overhead on its way north 
on the 8th. Our botanical observations were unfortunately incomplete during this 
month, but the species on which we recorded observations were mostly still in flower 
or fruit. The only striking change among the observed animals was that some of 
the female Pteropus began to become pregnant. 

March. 

The weather was still hot and wet. The monthly mean of barometric pressure 
reached its lowest point this month, but this was only 0 23 inch less than its maximum 
in September. The general flowering season was now at. an end : no flowers nor 
fruit were seen on Corymborchis , Castanospermmn, Eugenia , Barringtonia or Psychotria , 
though Ficus still carried its figs and fruit was seen on Piper. There was no striking 
change among the observed animals. Some more Pteropus became p>regnant and the 
testes of Pachycephala continued to increase steadily in size. The lizard, Emoia , at 
last began to breed less rapidly. 

April. 

The early part of the boredune or southern autumn brought a distinct change hi 
the weather : there was a sharp decrease in rainfall and a noticeable increase in 
saturation deficiency. The mean daily pieriod of sunshine reached its maximum for 
the year (6*9 hours), and the temperature remained high. In the forest the maximum 
and earth thermometers showed their highest monthly mean temperatures of the 
year. The average cooling power of the atmospihore in the forest, as shown by the 
dry katathermometer, reached its lowest figure for the year (3-5 millicalories per 
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square centimetre per second). Nearly all the observed plants, including Ficus and 
Piper , were now without flowers or fruit. The main pregnancy-season of Pteropus 
began (though occasional females had been pregnant in the two previous months). 
The testes of Pachycephala continued to increase steadily in size as the days grew 
shorter. 
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May. 

The weather remained relatively dry and hot. This month and the last were the 
only ones in which the saturation deficiency of the atmosphere in the forest was 
noticeably above the average for the year. The mean temperature in the forest now 
leached its maximum for the year, considerably later than it was reached in the 
Stevenson screen in the open. Several of the observed plants, which had been in a 
non-reproductive phase in March or April, were now in flower or fruit again (Piper, 
Eugenia , Barringtonia, and Psychotria). Most of the embryos of Pteropus were 
considerably larger than in the previous month. The testes of Pachycephala 
continued to increase in size, and an egg was found in an oviduct of a single female. 
The lizard, Emoia , now reached a low point in its breeding cycle : only two ovigerous 
females were observed during the month, and the mean weight of the testes of adults 
had sunk to about one-third of the maximum reached in November and December. 

June. 

June was relatively dry and somewhat cooler. The shortest day of the year, on 
the 21st, extendod to 11 hours 14 minutes. Corymborchis and Ficus started to repro¬ 
duce again. This and the preceding month witnessed a subsidiary flowering season 
in a number of plants in which the main season was about September to about January 
or February. Most of the embryos of Pteropus wore now larger again, though some 
very small ones showed that eggs were still being fertilized ; but the mean weight of 
the testes had greatly decreased from its maximum in January. The testes of 
Miniopterus now at last started to grow. Those of Pachycephala had nearly 
reached their maximum. Young were found in a nest, but the main breeding season 
had not yet started. Only a single ovigerous Emoia was found during the month, 
and the testes of this species remained small. 

July. 

The early part of the borepheuge or southern winter was relatively dry and cool. 
All the thermometers registered their lowest means of the year either this month or 
the next. The cooling power of the atmosphere in the forest, as shown by the dry 
katathermometer, reached its highest monthly mean of the year (5*27 millicalories 
}>er square centimetre per second). The mean daily hours of sunshine reached 
their minimum for the year (3*5 hours). Several of the observed plants were no 
longer reproducing, their subsidiary flowering season being at an end. Most of the 
embryos of Pteropus were now large. A few very small embryos showed that 
fertilization was still occurring sporadically although the testes had reached their 
minimum size for the year. Most of the adult male Miniopterus now had their 
epididymides once more crowded with spermatozoa. This month was the main 
egg-season of Pachycephala. The testes reached their maximum weight, more than 
forty times the December minimum. 18 nests containing living eggs or young were 
found, while only three such nests were found during the whole of the rest of the 
year. Emoia was starting to reproduce more rapidly in this and the succeeding 
month. 

August. 

The weather remained relatively dry and cool. The earth thermometer and the 
minimum thermometer in the forest, as well as the minimum thermometer in the 
Stevenson screen and the grass-minimum thermometer in the open all recorded the 
lowest means of the year. Two of the observed plants (Barringtonia and Psychotria) 
started reproduction again, while most of the otherR were still without flowers or 
fruit. The embryos of Pteropus reached their maximum size (two exceeded 80 grams 
each), and most of them were probably born this month. Fertilization had now 
ceased, for no more very early pregnancies were seen, though there were quite a 
number of medium*sized embryos which would probably not be bora until October. 
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The testes of Miniopterus now reached their maximum size, presumably in readiness 
for fertilizing the females early next month as they did the year before. The epidi¬ 
dymides were crowded with spermatozoa. The breeding of Pachycephala was now 
almost at an end : only a single new nest was found, which contained young birds, 
and the size of the testes was falling off. 

The reader who has followed this summary of the seasonal changes will have 
noticed that although the mean temperature of the hottest and coolest months only 
differed by 2T° C. and the longest day was only about If hour longer than the 
shortest, and although there was a daily average of 3*9 mm. of rain even in the least 
wet month, yet most of the terrestrial organisms showed marked seasonal changes 
in their reproductive behaviour. Most of the observed plants had a long and a short 
reproductive season during the year, though the herb Geophila reproduced continuously 
and Ficus and Piper nearly continuously, like Lamium purpureum in Britain. Of 
the vertebrates observed, only the lizard, Emoia cyanura , reproduced continuously, 
and even here there was almost a cessation during two months. (Emoia werneri 
probably stopped reproduction altogether during one month in 1927.) The male 
Pteropus retained spermatozoa in the epididymides throughout the year, but the 
testes underwent a regular cyclical change in weight, and there was a distinct breeding 
season, the females mostly becoming pregnant about March. Miniopterus showed 
the sharpest possible breeding season. The evidence shows that all the females that 
bore young became pregnant about the first few days of September : the fertilization 
of ova was entirely confined to these tew days of the year. (The fourth paper in 
this series should be consulted for the evidence on which this statement is based.) 
Afterwards the epididymides of the males lost ail their spermatozoa. No animal 
living in a strongly seasonal climate could have a more sharply defined breeding 
season. This seems all the more extraordinary when it is remembered that this little 
bat hangs throughout the period of daylight, till about ten minutes before sunset, in 
a dark and almost thermostatic cave. Pachycephala , again, has as sharp a breeding 
season as most British birds, with the greater part of the egg-laying crowded into 
a period of about a month. At one time of year the testes are more than forty times 
as heavy as they are at another, and when they .are at their minimum they contain 
no spermatozoa. 

Briefly, then, the mammals and bird studied are at least as seasonal in then* 
reproductive behaviour as the mammals and birds of temperate climates. However, 
the various animals reproduce at times of year that bear no obvious relation to the 
breeding seasons of temperate lands. Thus the passerine bird breeds very early in 
the southern * winter ’, while the insectivorous bat copulates not in the * autumn ’, 
but at the end of the southern ‘ winter ’, and the development of the embryos proceeds 
at once without any latent period. 

Although the other fruit-bat, Pteropus eotinus , was not studied' nearly so inten¬ 
sively as Pt geddiei , sufficient data were obtained to show that its breeding season 
is approximately the same. 

Are the breeding seasons annually recurrent ? 

Since the Oxford University Expedition only lasted for 360 days, it could not 
collect definite evidence to show whether the breeding seasons of the animals studied 
recur annually at about the same time, or whether, on the contrary, they recur 
irregularly in different years, or regularly at periods exceeding twelve months. This 
is a matter requiring careful consideration. 

It is relevant to note first the evidence presented by the phenomena of periodicity 
in the plants. It has been mentioned that the deciduous tree, Qaruga , was without 
leaves at the beginning of September but regained them during that month. The 
Rev. W. Anderson, who lives at Hog Harbour, kindly agreed to make observations 
over a period of years. He made reports in 1936,1937,1938, 1941 and 1942, as well 



THE SEASONS IN A TROPICAL RAIN FOREST 


255 


as a general statement in 1944. Garuga is clearly deciduous at about the same 
season annually. It usually begins to lose its leaves about the end of June and becomes 
leafless in July. The leaves appear again in September. In 1942 the leaves were 
lost about a month earlier than usual. Mr. Anderson attributed this to the very 
dry weather. 

Garuga , then, has an annual season of leaf-fall. No data over a period of years 
are available for other plants, but the forest-trees Erythrina indica (Papilionaeeae) 
and Alphitonia zizyphoides (Rhamnaceae) are evidently regularly periodical, for the 
natives rely upon their flowering to fix the time for the annual planting of yams and 
sweet potatoes respectively. 

The evidence that the reproductive periodicity of the animals is annual rests 
mostly on indirect evidence, but the following ten arguments suggests strongly that 
it is :— 

(1) The writer studied the weight of the testes of Pteropus at Hog Harbour from 
January to July 1927, and there was a very close resemblance between the change 
of weight during these months in 1927 and 1934. (See p. 132 of the third paper in 
this series.) 

(2) In 1927 the writer found that the embryos of Pteropus grew steadily from 
February till July and were born late in that month or in August. This closely 
corresponds with what happened in 1934. 

(3) Pteropus was at the tail-end of its pregnancy-season in September and October 
1933 ; the following August the cycle had come round again and young were being 
produced, while medium-sized embryos in some of the females showed that the 
pregnancy-season would again straggle on till October. 

(4) The graph showing the weight of the testes of Pteropus throughout the year 
would join on smoothly to another similar graph placed beyond it. 

(5) In Miniopterus fertilization occurred during the first few days of September 
1933 and at no other time during the year ; in correspondence with this, the testes 
attained their maximum size in August of the following year. 

(6) A single nest of Pachyceph/ila, containing eggs, was found early in October 

1933, but no nest thereafter till June 1934 ; this agrees well with the fact that the 
main egg-season occurred in July, 1934. The October nest was presumably produced 
by a straggler breeding later than most of the species. 

(7) The testes of Pachycephala were large in September 1933 and again in August 

1934. 

(8) By a study of skins of Pachycephala taken in the northern New Hebrides in 
1926-7, Mayr (1932) found that January was the season of full moult. This agrees 
sufficiently well with the full moult season in 1933-4 (December : observations on 
moulting were not made in January). 

(9) The graph showing the weights of the testes of Emoia cyanura throughout 
the year would join on smoothly to another similar graph placed beyond it. 

(10) The writer studied the reproduction of the closely related Emoia werneri at 
Hog Harbour throughout 1927. The breeding cycle was closely similar to that of 
E. cyanura in 1933-4, the only difference being that whereas E. cyanura nearly 
stopped breeding in May, E. werneri appears to have done so altogether in the same 
month. In both cases reproduction was at its height in November and December. 
(See the sixth paper in this series.) 

These arguments, taken together, almost prove that the breeding cycles are 
annually recurrent. It is the writer’s hope that he or some one else will have an 
opportunity to obtain conclusive evidence on this matter. To do this it would not 
be necessary to spend a whole year at Hog Harbour : it would suffice to remain from 
June or July till September or October. If Pteropus showed large embryos in July 
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and August, if Miniopterus females became pregnant in August or September, if 
Pachycephala showed an egg-season about July, and if Emoia increased its repro¬ 
ductive activity during the j>eriod of study, the proof would be conclusive. 

The causes of the breeding seasons. 

The causes of breeding seasons may be analysed thus (Baker, 1938): 

Ultimate causes 

, f internal rhythm 

Proximate causes ^ externa l (environmental) factors* 

The ultimate causes of breeding seasons are the reasons why it is beneficial for a 
species to breed only at a certain time of year. In temperate climates the young are 
usually hatched or born at a time of year that is obviously suited to their welfare. It 
is not possible to suggest what may be the ultimate causes of breeding seasons in the 
northern New Hebrides, for one cannot see why one season of the year should be 
preferable to another for the production of offspring. The young fruit-bats are bom 
about August and the insectivorous bats in December, while the young Pachycepkala 
hatch in July, and reproduction in the lizard, Emoia , reaches its maximum in November 
and December. One can only suggest that if reproduction continued throughout 
the year, the whole species might die out from the consequent elimination of the food- 
supply. 

The proximate causes of breeding seasons are the influences that act upon 
individual animals and make them start and stop breeding at certain times of year. 
Although internal rhythm is an important auxiliary proximate cause of breeding 
seasons in some organisms, yet it can never act altogether independently of environ¬ 
mental control. This was proved conclusively, by reductio ad absurdum , on pp. 517-8 
of the second paper in this series. It is necessary to consider what are tho external 
(environmental) changes to which the vertebrates of the northern New Hebrides 
respond by starting or stopping breeding (or, in the case of Emoia , by breeding more 
rapidly or more slowly). 

If a graph showing the reproductive activity of Emoia throughout the year is 
placed beside another showing the duration of daylight, as was done in the sixth paper 
in this series, the resemblance is obvious ; for reproduction reaches its maximum in 
the long days of November-December and its minimum in the short ones of May- 
June. It must not be taken for granted, however, that this is a oase of cause and 
effect, for Pachycepkala behaves in the opposite way. From their minimum size in 
December the testes grow larger by regular monthly increments during the whole of 
the period (January to June) while the days are growing shorter ; and while the 
days are growing longer from October to December, the testes are becoming reduced 
to less than one-fortieth of their maximum size. Thus it is certain that increase in 
length of day is not the environmental factor that stimulates the growth of the 
testes in Pachycepkala ; and the start of the egg-season coincides almost exactly 
with the period of shortest days, at the time of year when the daily hours of sunshine 
are also at their minimum for the year. In Pteropus , again, the time when most of 
the females become pregnant is February and March, that is to say, part of the 
period during which the days are getting shorter. Duration of daylight obviously 
cannot influence the reproduction of Miniopterus f which only emerges from its dark 
cave at nightfall. 

Although the daily duration of illumination can profoundly influence the repro¬ 
duction of birds (Rowan, 1926) and mammals (Baker and Ranson, 1932 ; Bissonnette, 
1932), yet there is a tendenoy to exaggerate the part it plays in the control of breeding 
seasons. 

♦ External factors are sometimes called ‘ exteroceptive ’ factors, but this js undesirable. 

* Exteroceptive * means * receptive of external stimuli ’ and is applicable only to the organism, 
not to the environment. 
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In most tropical countries there is a distinct dry season, and there is strong 
evidence that the start of the rainy season is a stimulant to the reproduction of many 
birds ; but in the northern New Hebrides there is no dry season, and the breeding 
season of Pachycephala falls in the less wet season of the year. The saturation 
deficiency of the atmosphere in the forest was markedly less in April and May than 
in the other months of the year, but this cannot be correlated with changes in the 
reproductive cycles of any of the animals studied. 

Pachycephala bred during the cooler part of the year, and the very short copulating 
season of Miniopterus fell also during this period. Pteropus copulated during the 
hotter part of the year, during which also the reproduction of Emoia reached its 
maximum. The difference in mean temperature between the hottest and coolest 
month was so small (2-1° C.) that it is not very easy to believe that it could be the 
controlling factor. It is worth remembering, however, that the dry katathermometer 
showed considerable changes in the cooling power of the atmosphere in the forest 
during the year. This varied from a mean of only 3*5 millicalories per square centi¬ 
metre per second in April to a mean of 5*27 millicalories in July, during the period of 
the trade winds. 

Pteropus is frugivorous and Miniopterus , Pachycephala and Lygosoma insectivorous. 
The expedition was not able to discover any change in food-supply that would be 
likely to affect reproduction. Some of the fruits eaten by Pteropus are only available 
during a part of the year. 

The barometric pressure varied remarkably regularly during the year, but the 
difference between the mean figures for the months of highest and lowest pressure 
was only 0*23 inch, and this is scarcely likely to influence reproduction. 

The facts suggest strongly that the breeding seasons of the vertebrates of the 
northern New Hebrides are controlled by environmental factors of a totally 
unsuspected kind, not affecting the sense-organs or meteorological instruments of 
man. This conclusion is forced upon one above all by the astonishing behaviour of 
the insectivorous bat, Miniopterus , which hung all day in a dark and almost thermo¬ 
static cave situated in one of the most unvarying climates in the world, yet never 
fertilized its eggs throughout the year of observation except during a few days at the 
beginning of September, when most of the adult females suddenly become pregnant. 
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Summary .—The following is an attempt to summarize this paper, which is itself 
a summary:— 

(1) The vicinity of Hog Harbour, 15° S. in the New Hebrides, Pacific Ocean, 
was chosen for a study of the breeding seasons of vertebrates in a particularly 
unvarying tropical rain-forest region. The mean temperature of the hottest month 
is only about 2° C. higher than that of the coolest, and there is no dry season (though 
one part of the year is wetter than the other). 

(2) The animals chosen for intensive study were a fruit-bat {Pteropus geddiei), an 
insectivorous bat {Miniopterus australis ), a passerine bird {Pachycephala pectoralis) 
and a lizard (the skink, Emoia cyanura). 

(3) Pteropus , Miniopterus and Pachycephala each had one breeding season during 
the year of observation. The main period of fertilization of ova was February and 
March for Pteropus , early September for Miniopterus , and July for Pachycephala. 
Emoia bred throughout the year, but much more rapidly during November and 
December than during May and June. 

(4) It is almost certain that the breeding seasons are annually recurrent. 

(5) It is certain that increasing length of day does not stimulate the growth of 
the testes of Pachycephala. From their minimum size in December the testes grew 
larger by regular monthly increments throughout the period (January to June) 
during which the days were growing shorter ; and while the days were growing 
longer from October to December, the testes were shrinking to less than one-fortieth 
of their maximum size. 

(6) Miniopterus hangs throughout the period of daylight till about ten minutes 
before sunset in a dark and almost thermostatic cave situated in one of the most 
unvarying climates in the world, but it did not fertilize its eggs throughout the year 
of observation except during a few days about the beginning of September, when 
most of the adult females suddenly became pregnant. 

(7) It seems probable that the breeding seasons of the animals investigated are 
regulated by some altogether unsuspected cause or causes. 

References. 

The six previous papers in this series on 4 The seasons in a tropical rain-forest 
(New Hebrides) ’ are here listed separately for convenience of reference :— 

Baker, J. R. & Harrisson, T. H. (1936). Part 1. Meteorology. Jonm. Linn. Soc. Zool. xxxix, 
p. 443. 

Baker, j. R. & Baker, I. (1936). Part 2. Botany. Ibid , xxxix, p. 507. 

Baker, J. R. & Baker, Z. (1936). Part 3. Fruit-bats (Pteropidae). Ibid, XL, p. 123. 

Baker, J. R. & Bird, T. F. (1936). Part 4. Insectivorous bats (Vospertilionidae and Rhino- 
lophidae). Ibid, XL, p. 143. 

Baker, J. R., Marshall, A. J. & Harrisson, T. H. (1940). Part 5. Birds (Pachycephala). 
Ibid, xli, p. 50. 

Baker, J. R. (1945). Part 6. Lizards (Emoia). In the press. 

The following are also referred to in the prosent paper :— 

Baker, J. R. (1938). Chapter on ' The evolution of breeding seasons ’ in ' Evolution : essays on 
aspects of evolutionary biology presented to Professor E. S. Goodrich,' edited by G. R. 
de Beer. Clarendon Press, Oxford. 

Baker, J. R. & Ranson, R. M. (1932). Factors affecting the breeding of the field mouse 
(Mierotus agrestis). Part 1. Light. Proc. Roy. Soc, B, cx, p. 813. 

Bissonnette, T. H. (1932). Modification of mammalian sexual cycles. Proc. Roy . Soc , B, ox, 
p. 322. 

Gttillaumin, A. (1938). A florula of the island of Espiritu Santo, one of the New Hebrides. 
Joum. Linn. Soc . Bot. Li, p. 547. 

Rowan, W. (1926). On pho toper iodism, reproductive periodicity, and the annual migrations of 
birds and certain fishes, Proc, Boston Soc. AW. xxxvih, p. 147, 



CONTRIBUTIONS TO THE STUDY OF SOME AFRICAN MAMMALS 


259 


Contributions to the study of some African Mammals.—ILL Adaptations in the 
bones of the fore-limb of the Lion, Leopard, and Cheetah. By A. Tindell 
Hopwood, D.Sc., F.L.S., Department of Geology, British Museum (Natural 
History). 

(With 5 Text-figures) 

[Head 7 Juno 1945] 

After spending some time on the study of the limb-bones of highly specialized 
cursorial animals such as the antelopes (Hopwood, 1936), it seemed desirable to 
extend one's observations to a more generalized kind. For this purpose the fore- 
iimbs of the three big cats of the African fauna were selected because they offer the 
greatest variety within a single family. Generally speaking, the Lion lives either in 
sandy or semi-desert places where there is plenty of scrub in which to hide, or else in 
rank vegetation bordering water. It is not given to climbing trees, although it may 
scramble up a sloping trunk, and is never found far inside forests. Over short 
distances it can move as fast as a horse in a shuffling, shambling gallop, but its usual 
gait is a somewhat deliberate walk. The Leopard, on the other hand, Lives in wooded 
country and climbs trees with ease. In areas where forests are absent, it lives in 
broken, rocky, scrub-covered places. As a rule it does not travel so far from its lair 
as does the Lion, neither is its greatest speed equal to that of the Lion. The Cheetah 
is never met with away from the open plains ; it obtains its prey by running it down, 
and over short distances of a few hundred yards is the swiftest of all mammals. These 
differences in habit should be reflected in the skeleton of the limbs, especially in that 
of the fore-limb which is much more characteristic than that of the hind-limb. 

All the skeletons were obtained in the neighbourhood of Olduvai, on the eastern 
edge of the Serengeti plains, and are preserved in the Department of Zoology of the 
British Museum. Most of them were collected by Capt. J. R. H. Hewlett during 
Dr. Leakey's expedition of 1931. 

Scapula. The scapulae of the Leopard and Cheetah are of about the same size, 
but that of the Cheetah is narrower, has a wider and shallower suprascapular notch, 
and a straighter anterior border. The spine overhangs the infraspinous fossa to a 
greater extent carrying the insertions of the trapezius and the origin of the deltoid 
farther back, and closer to the trunk, than they are in the Leopard. On the inner, 
or medial, surface of the bone the scar for the serratus magnus and levator anguli 
scapulae is placed almost entirely behind the spine ; it forms a rectangle which 
is deeper dorso-ventrally than it is wide. In the Leopard, on the other hand, this 
scar extends right across the position of the spine, and forms a diamond-shaped 
figure which is much wider antero-posteriorly than it is deep dorso-ventrally. Finally, 
the upper end of the axillary border has a pronounced inward curvature in the Cheetah, 
whereas in the Leopard the curvature is slight; consequently, the insertions of the 
serratus magnus and rhomboideus major are nearer to the sagittal plane of the body 
of the Cheetah than they are to that of the Leopard. 

As a whole, the scapula of the Lion resembles that of the Leopard rather than 
that of the Cheetah, but it agrees with that of the latter in having a rather straighter 
anterior border and a shallower, wider, suprascapular notoh. The insertion of the 
spine to the body of the scapula is more oblique than it is in the Leopard, but not so 
oblique as in the Cheetah. Chi the inner surface the general shape and position of the 
insertions of the serratus magnus and levator anguli scapulae are much the same as 
those of the Leopard, but in the increased dorso-ventral depth an approach is made 

JOU*K. r I»tiW 300,—5500L00Y, VOL, XLI, 19 



260 DR. A. TINDELL HOPWOOD ON 

to a Cheetah-like condition. The broad and massive metacromian processes of the 
lion and Cheetah are in marked contrast to the Leopard’s relatively slender hook ; 
the origins of the levator claviculae and part of the spinous head of the deltoid are 
attached to this process. The acromion process is much stouter in the Lion than it 
is in either of the other species, from it the acromial portion of the deltoid takes its 
origin. 

Of these three bones, that of the Leopard is the most generalized. The greater 
width, the more erect spine, the more diffuse and less concentrated muscle attachments, 
all of these facilitate a greater mobility of the shoulder. In the lion, the rather 
more oblique spine limits the action of the trapezius and forces it to work more in one 
plane ; at the same time, by taking the origin of the deltoid closer to the body, it 
limits the abductor function of the muscle. The serratus magnus and levator anguli 
scapulae are responsible for the backwards and forwards motion of the scapula and 
their efficiency increases with the dorso-ventral depth of their insertions. They also 
raise the thorax, and the efficiency of this movement depends on the antero-posterior 
width of the insertion. Evidently, therefore, movement to and fro is more important 



Ftg. 1.—Diagram of the upper part of the medial surface of the scapula to show the differing 
shape of the area of insertion of the mm. serratus magnus et levator anguli scapulae in 
the Leopard (dotted), Lion (continuous), and Cheetah (heavy). Not to scale. 

to the Cheetah, because it directly affects the speed of the animal, whereas in the 
Leopard most stress is laid upon raising the thorax, winch is important in climbing. 
The scapula of the lion is intermediate in type ; the speed of its gallop is reflected 
in the shape of the muscle scars, and the need for a relatively mobile shoulder is to be 
seen in those points in which it resembles the Leopard rather than the Cheetah. 

Humerus. The humeri of the Lion and the Cheetah differ from that of the Leopard 
in contrasting ways ; that of the Lion, as befits so large and powerful an animal, is 
more massive, whereas that of the Cheetah is laterally compressed and more slender. 
In consequence of the lateral compression, the greater tuberosity of the Cheetah is 
more nearly parallel to the sagittal plane of the humerus than it is in either of the 
other two species ; it is also taller, and the insertion of the infraspinatus is above the 
level of the head of the humerus, whereas, in the Lion and the Leopard this insertion 
is at the same level as the head. 

Viewed from above, the insertions of the supraspinatus to the greater, and of the 
subsoapularis to the lesser tuberosity are visible. Because of the lateral compression, 
the insertion of the supraspinatus forms a smaller angle to the sagittal plane of the 
head in the Cheetah than it does in the other two species ; 15° to 80° as compared 
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with 30° in the Lion and Leopard. But if the Lion agrees with the Leopard in this 
respect, it approaches the Cheetah rather than the Leopard in the manner of the 
insertion of the subscapularis. In all three species this insertion passes backwards 
tod downwards, but, whereas in the Leopard only the anterior one-third of the 
insertion faces upwards and the remainder inwards towards the trunk, half the scar 
faces upwards in the Lion and the remainder is not so markedly inward facing. In 
the Cheetah the scar faces inwards hardly at all, and the chief feature on the medial 
aspeot is the sharp angle which forms the proximal margin of the tuberosity. 

The chief features on the shaft are the humeral crest and deltoid tuberosity, the 
linea tuberculi majoris, and the teres tubercle ; all of these vary in position according 
to the species. The insertion of the teres minor is about equidistant between the 
anterior and posterior margins of the bone in the Cheetah ; even in the adult male 
the deltoid tuberosity is very small and indistinct whereas the backwards-facing 
tubercle for the insertion of the teres minor is prominent. In the Leopard the 
insertion of the teres minor forms a relatively large, pyramidal tubercle, which is 
much more distinct than the insertion of the deltoid and is nearer the posterior than 
it is to the anterior margin of the bone. The deltoid tuberosity is approximately 
equidistant between the anterior and posterior margins of the lateral surface of the 
shaft, on which it forms a sharp ridge. Conditions in the Lion are to some extent 
intermediate between those in the other two species. The insertion of the teres minor 
is distinct but generalized ; the deltoid tuberosity is less than one-third of the width 
of the shaft from the anterior margin, and is stronger than it is in either of the other 
species. The insertion of the teres minor is intermediate in position between that of 
the Leopard and the Cheetah. The most important feature on the medial aspect of 
the shaft is the teres tubercle. Its variation may be most easily estimated by imagining 
a line drawn across the shaft so as to mark off the proximal third. If this be done, 
then the lower end of the teres tubercle of the Leopard touches the line, that of the 
Lion is below the line, and that of the Cheetah is well above it. Sometimes the 
teres tubercle of the Leopard approximates in position to that of the Lion, though it 
is never quite so low, but it appears to be an invariable rule that in all three species 
the centre of the tubercle is directly opposite to that of the deltoid tuberosity. Both 
the Lion and the Leopard have the humeral crest and the linea tuberculi majoris 
widely separated as far as the deltoid tuberosity, below which the humeral crest 
turns more or less sharply to meet the linea tuberculi majoris. The humeral crest of 
the Cheetah does not change its direction at the deltoid tuberosity, but continues in 
an even sweep throughout its course. 

The medial epicondyle, to which the flexor muscles of the hand are attached, is 
large and salient in the Lion and Leopard, but forms a low dome in the Cheetah. 
Both the Lion and the Leopard display a linear arrangement of the muscle attach¬ 
ments to the epicondyle, but whereas in the Lion this line forms an angle of about 45° 
with the inferior margin of the trochlea, the corresponding angle in the Leopard is 
about 76° bringing the line of attachments more nearly parallel to the length of the 
shaft. In the Cheetah the scars have a crescentic arrangement, with the concavity 
facing upwards and backwards. The differences between the lateral epicondyles of 
the three species are slight and inconstant. 

There do not appear to be any outstanding differences between the distal articular 
surfaces of the humeri of the Lion and Leopard, but the margins of the trochlea, both 
lateral and medial, are more nearly parallel to the sagittal plane of the shaft in the 
Cheetah than they are in the other two species. 

The muscles of the shoulder and arm are best considered under the well-known 
heads of extensors and flexors ; some of them have other functions as well, but for our 
present purpose those functions are of secondary importance. The most important 
extensor is the supraspinatus which is reinforced by the sub-scapularis and, depending 
on the position of the head of the humerus in the glenoid cavity of the scapula, by 
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Fro, 2,—Superimposed outlines of the humerus, radius and ulna of Leopard (shaded and dotted)* 
Lion (continuous), and Cheetah (heavy). The vertical distance between the horisonta* 
lines is a common length to which all the outlines were reduced in order to make Hie 
relative proportions visible at a glance, 
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the infra-spinatus, both of them exercising secondary functions. The flexor group 
is made up of the deltoid, the latissimus dorsi, the teres major and the teres minor. 
According to the position of the head of the humerus, they may be reinforced by the 
infraspinatus. 

This contrast in number and mass of the two groups of muscles is, of course, a 
reflection of the difference between advancing the fore-limb and restoring it to its 
normal position beneath the trunk. When moving, the animal first flexes the fore- 
limb to raise it from the ground and then extends it ; in so doing the energy used is 
that required to overcome the inertia of the limb. Once the limb touches the ground 
it is fixed and the body-weight has to be moved forward to it. This weight is moved 
partly by the push of the hind-limbs, and partly by the pull of the fore-limbs. The 
pull is largely provided by the latissimus dorsi and pectoralis profundus, which draw 
the body up to the limb, but it is supplemented by the action of the muscles which 
flex the shoulder as the body moves forward. This more or less passive drag exercised 
by the flexor group is in contrast to the active pull of the latissimus dorsi and pectoralis 
profundus, nevertheless, it is important because the total mass of the flexores is, to 
some extent, determined by the proportion of the inertia of the trunk which they 
overcome in flexing the limb. 

From these general considerations we may pass on to consider in some detail the 
action of the more important muscles inserted to the humerus, and to notice how the 
manner of their insertion and the amoimt of the lateral compression of the humerus 
affect the movement of the bone. The relative amount of lateral compression may be 
estimated by comparing the medio-lateral diameter at the level of the deltoid tuberosity 
with the antero-posterior diameter at the same level. Approximate values are, 
Leopard 75%, Lion 70%, Cheetah 57%. The reduction of the transverse diameter 
of the humerus reduces the mechanical advantage of the abductor muscles, and 
limits the sideways motion of the limb. 

Taken in the order in which they arc mentioned in the description of the bones, 
the principal muscles inserted to the humerus, and their functions, are : 

infraspinatus , inserts to the lateral surface of the greater tuberosity ; abducts 
and rotates the arm. According to the position of the caput humeri within 
the glenoid cavity of the scapula, the muscle may act as a flexor or as an 
extensor. 

mpraspinatus, inserts mainly to the medial surface of the greater tuberosity ; 
extends the shoulder joint. 

subscapularis, inserts to the lesser tuberosity ; extends the shoulder joint, advances 
and adducts the arm. 

deltoid , inserts to the deltoid tuberosity ; flexes the shoulder joint and abducts 
the arm. 

teres minor , inserts to the proximal portion of the humeral crest between the 
insertion of the infraspinatus and the origin of the anconaeus extemus ; flexes 
the shoulder joint and abducts the arm. 

latissimus dorsi , inserted to the teres tubercle in common with the teres major ; 
flexes the shoulder joint and moves the humerus upwards and backwards. If 
the limb is fixed in an advanced position, it draws the trunk forward. 

teres major , inserts to the teres tubercle in common with the latissimus dorsi; 
flexes the shoulder joint, retracts and adducts the arm. 

pectoralis profundus , inserts to the lesser tuberosity; retracts and adducts the 
arm. 

Since the insertion of the infraspinatus of the Cheetah is more nearly parallel to 
the sagittal plane than it is in either of the other species, the rotatory function of the 
musole is lessened, and the position of the insertion relative to the caput humeri has 
the further effect of diminishing the abductor function. A similar limitation in the 
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movement of the limb of the Cheetah is indicated by the insertion of the supra - 
spinatus. Not only does its insertion to the greater tuberosity make a smaller angle 
to the sagittal plane of the head of the humerus than in either the Leopard or the 
Lion, but it is more concentrated towards the anterior margin of the tuberosity. 
Hence the extensor function of this muscle is emphasized in the Cheetah, and there 
is less possibility of a lateral excursus as the limb moves too and fro. 

In the characters of the insertion of the subscapularis and pectoralis profundus 
muscles, the Lion is clearly intermediate between the Leopard and the Cheetah ; it 
is evident that, whereas the former lays most stress on the adductor function as 
being of great importance to a climbing animal, and the latter on the extension of 
the shoulder and forward movement of the arm, to the Lion both functions are of 
equal value. 

As a general rule, the greater the variety of movement of which a limb is capable, 
the less well defined are the insertions of muscles which perform more than one 
function. If, however, one function is exercised more than another, then the pre¬ 
ponderance of that function is made evident in the character of the muscle scar. This 
is illustrated by the insertion of the teres minor, which forms a distinct tubercle in 
the Cheetah, but which is more or less diffuse in the Lion. Having regard to the 
double function of the muscle, and the mobility of the fore-limb of the Leopard, one 
might expect that the insertion would be diffuse in that species also, but the muscle 
is in fact inserted to a relatively large pyramidal tubercle. In the Cheetah the 
muscle scar is roughened and faces backwards, and its peculiar tubercle has evidently 
arisen from the need to provide a sufficiently large insertion for a powerful flexor 
muscle working entirely in one plane. In the Leopard the abductor function comes 
into play, causing the tubercle to be produced laterally and to form a definite pyramid. 
Neither flexion nor abduction has the pre-eminence in the Lion, consequently the 
insertion remains in the more primitive, diffuse state. 

This study of the insertions of the teres minor is apt to be misleading for it implies 
that abduction of the fore-limb is more important to the Leopard than it is to the Lion. 
But when the insertion of the deltoid, which is primarily an abductor muscle, is 
considered, the position apjiears to be reversed, for the deltoid tuberosity of the Lion 
is stouter than that of the Leopard. In the sum, therefore, it is not the function 
itRelf, but the point at which the forces which exercise the function are applied to the 
humerus which is variable. That point is nearer the proximal end of the bone in 
the Leopard than it is in the Lion. The deltoid tuberosity of the Cheetah is not much 
more than a barely perceptible thickening of the deltoid ridge. By its lack of 
development, it confirms the relative unimportance of the abductor function of the 
muscle in this genus. 

All three species have a teres tubercle of about the same relative strength. This 
is in accordance with expectation, because the functions of the latissimus dorsi and 
teres major are of absolute importance, irrespective of the type of adaption of the 
limb. 

Radius . The radius of the Cheetah is slender, graceful, and relatively straight, 
whereas that of the Lion is stout, rugged, and strongly curved. The radius of the 
Leopard most nearly resembles that of the Lion in its general character and surface 
markings, but the curvature is less. The insertion of the long collateral ligament of 
the elbow is marked by a pronounced tubercle in the Lion and the Leopard but despite 
the greater size of the bone this tubercle is not so prominent in the Cheetah as in the 
Leopard. Old male Lions have the shorter ligament also inserted to a tubercle which 
is immediately below the head of the radius, but in the other two species, and in 
younger, though fully grown lions—as indicated by oomplete fusion of the epiphyses 
With the shaft, the place of insertion of this ligament is hardly to be discerned. 

The prominent, ovate, tubercle for the insertion of the Weeps is subject to a certain 
amount of individual variation but in the Cheetah it is nearer to the head of the 
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radius and more on the volar surface of the shaft than it is in either of the other species. 
The latter are also alike in the oblique line which arises from the lower third of the 
medial margin of the tubercle and passes downwards and inwards to the medial 
border of the bone, whereas in the Cheetah the same line takes its origin from the 
distal end of the medial margin of the tubercle and by following a less oblique 
course finally joins the medial margin of the bone well below the insertion of the 
pronator teres. In the Lion and Leopard the corresponding junction is effected 
at a point rather more than half-way between the head and the insertion of the 
pronator teres. The course of the oblique line is partly conditioned by the width 
of the bone, which is relatively greatest in the Lion and least in the Cheetah ; the 
greater the angle the oblique line makes with the long axis of the radius, the greater 
the breadth of the flexor profundus digitorum to which it gives origin, and the 
stronger that muscle is likely to be. 

The lateral border of the radius is flattened in the Lion and the Leopard, whereas 
the medial border is relatively sharp ; consequently the cross-section of the shaft of 
the radius is more or less triangular, but in the Cheetah it is irregularly oval, the 
curvature being greater on the dorsal surface than it is on the volar. In the two 
former species the rough line for the interosseous ligament is on the volar edge of 
the flattened lateral border, but in the Cheetah it is entirely on the volar surface : 
there, at the centre of the shaft, it limits the lateral third of that surface, but it 
approaches the lateral margin of the bone at either end. 

The position of the supinator brevis on the upper part of the dorsal surface of the 
shaft is marked by a very distinct flattening both in the Lion and in the Leopard, 
but in the Cheetah this same facet is scarely to be detected. The differences in the 
insertion of the pronator teres are similar. In the Cheetah the insertion is not very 
distinct, whereas its position in the middle of the median border to one side of the 
distal end of the facet for the supinator brevis is clearly marked both in the Lion and 
in the Leopard. 

The relative proportions of the distal end and of the styloid process are well shown 
in the figure. So far as the grooves for the extensor tendons are concerned, the Lion 
differs from the Iieopard, and makes some approach to the Cheetah, in that those 
grooves in which lie the extensor carpi radialis and extensor carpi obliquus are some¬ 
what narrower and deeper. In the Cheetah this process has been carried further and 
extended to the groove for the extensor communis digitorum. In none of the three 
is the groove for the extensor lateralis digitorum very distinct: it is best displayed 
in old male Lions. The facet wliich articulates with the distal end of the ulna is 
relatively large and distinct in the Lion and L<x>pard, but small and not well defined 
in the Cheetah. 

The distal articular surface is concave in all directions, except where it passes on 
to the styloid process. There it tends to become convex in the volar dorsal direction, 
with the greatest convexity at the volar margin. This distal facet is broader and 
shallower in the Lion and Leopard, narrower and deeper in the Cheetah. 

The foregoing account of the radius shows that the muscles of pronation and 
supination are more highly developed in the Leopard than they are in the Cheetah, 
and that the lion is intermediate between the other two. Contrariwise, the extensor 
muscles of the Cheetah are relatively stronger than those of the Leopard, and again 
the Lion is intermediate. Once more the findings are what one might have anticipated 
from a general knowledge of the habits of the animals, for it is obvious that the power 
of rotating the forearm is of greater importance to a climbing species than it is to a 
cursorial one, and that powerful extensors are more likely to be found in the latter, 
where they are so valuable in maintaining the straightness and rigidity of the manus 
needed if the maximum speed is to be developed. The flexor muscles, on the other 
hand, are of greater importance to climbing animals, and we do in fact find that the 
origin of the deep digital flexor is clearly defined on the radius of the Leopard, and also 
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on that of the Lion, but that there is no particular feature to indicate its presence in 
the Cheetah. 

Ulna. The proximal surface of the olecranon presents a domed fairly smooth, 
posterior area, and in front of it a deep fossa with prominent margins, one of them 
stronger and in advance of the other. The long head of the triceps is inserted to the 
posterior area ; the medial head to the medial margin of the fossa, and the anconaeus 
to the lateral margin. 

There are significant differences in the development of the margins of the fossa. 
In the Leopard the lateral margin is thick and tumid ; it. is pushed forwards in front 
of the medial margin, which is thin and sharp. In the Lion, too, the lateral margin 
of the fossa is the stronger and more forwardly situated of the two, but the medial 



Fig. 3. —Diagram of tho head of the ulna seen from in front, to show the position of the ridge in 
the sigmoid notch in the Leopard (dotted), Lion (continuous), and Cheetah (heavy). 
(The right side of the figure is the lateral side of the bone). 

margin is relatively higher and stronger than it is in the Leopard. In the Cheetah 
the conditions are reversed and the medial margin is bigger, stronger, and more 
forwardly situated than the lateral. From these observations one may deduce that 
the Leopard has the anconaeus stronger than the medial head of the triceps ; that in 
the Lion the anconaeus is still the stronger, although the difference between the two 
muscles is less marked ; and that in the Cheetah the medial head of the triceps is 
much stronger than the head of the anconaeus. 
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The explanation of these variations in structure is evident when the greater 
sigmoid notch of the ulna is examined. This looks forwards and upwards, is concave 
from above downwards, and is divided by a low rounded ridge which extends from 
the anconeal process above to the lateral margin of the coronoid process below. If 
the plane of the ridge be continued upwards it cuts the proximal surface of the ulna 
in various ways, thus. In the 1 jeopard it passes through the lateral lip, to which 
the anconaeus is inserted ; in the Lion it passes through the floor of the fossa, 
slightly nearer to the lateral than to the medial lip ; in the Cheetah it passes through 
the medial lip, to which the medial head of the triceps is inserted : this indicates a 
gradual migration of the longitudinal axis of the elbow-joint from without (Leopard) 
inwards (Cheetah), and a lessening of the angle between that axis and the long axis 
of the bone with the result that the forearm of the Cheetah moves more nearly in 
the same plane as the upper arm, whereas in the Leopard there is a marked difference 
between the two planes. 

Both muscles are extensors of the elbow, and supplement the action of the long 
head of the triceps ; in addition they act as guides or distributors of the extending 
force and ensure that a proper proportion is applied to keeping the ridge of the sigmoid 
notch running truly within the groove of the trochlea of the humerus. 

The shaft and distal end of the ulna art' stout and well developed in the Lion and 
Leopard ; although the latter is jierhaps the more slender, there are no great differences 
between them. Each has a prominent somewhat domed facet by which it articulates 
with the lower end of the radius and, separated from it by a deep notch, another facet 
of like character on the styloid process for articulation with the cuneiform and pisiform. 
In the Cheetah the shaft of the ulna is much more slender than in either of the other 
two species, and the distal end by no means so well developed. The facet for 
articulation with the distal end of the ladius is greatly diminished and that 
for articulation with the cuneiform and pisiform, though distinct, is smaller still. 
The reduction of the shaft of the ulna and of its distal end in the Cheetah are bound 
up with a loss of the power of rotating the bones of the forearm, a function which 
ceases to be of use as the specialization for speed increases. 

Carpus and Metacarpus. The carpus and metacarpus are most profitably to be 
considered as inter articulating units, and it is the nature of the articulations as 
entities rather than detailed descriptions of the individual bones which is significanl. 
There are three joints involved, namely, the wrist, or radio-carpal, joint ; the inter- 
carpal joint ; and the carpo-metacarpal joint. Of these the shape of the first governs 
the movement of the wrist and hand relative to the forearm, the second gives added 
flexibility to the carpus and plays a major part in determining the degree of lateral 
motion of which the metacarpals are capable, and the third is largely concerned with 
the flexion and extension of the hand. 

The radio-carpal joint is that between the distal end of the radius and the scapho- 
lunar bone. The radial facet of the latter is convex in both the medio-latcral and 
dorsi-volar directions and the former line is continued, laterally by the proximal 
ulnar, facet of the cuneiform. The dorsi-volar convexity is greatest on the lunar 
portion of the scapho-lunar and less on the scaphoid portion where it passes behind 
into a transverse concavity with a stout upward projection or lip. The lunar concavity 
in the Leopard is roughly hemispherical whereas the scaphoidal portion is somewhat 
flattened. In the Lion the lunar portion tends to be produced transversely to form 
a ridge. This is carried further in the Cheetah, so that a definite ridge extends right 
to the medial margin. The posterior lip of the concavity acts as a check ; it works 
into a small facet volar-lateral to, and just at the root of the styloid process of the 
radius, and limits flexion of the joint. 

The transverse contour of the scapho-lunar is very nearly an arc of a circle, and 
the corresponding contour of the ulnar facet of the cuneiform is also an arc of a circle 
which is of greater radius than, and excentric to, the former. Consequently, lateral 
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motion of the wrist and hand on the forearm must entail a certain degree of separation 
between the distal ends of the radius and ulna, the separation being greatest in the 
Leopard, less in the Lion and least in the Cheetah. In none of the three species is there 
true articulation between the scapho-lunar and the cuneiform; the connexion is 
ligamentous. Extensive facets prove that the cuneiform and pisiform are in direct 
contact. The ulnar facet is largest and flattest in the Leopard, smallest in the 
Cheetah, and intermediate in extent but most deeply concave in the Lion. 

The distal row of the carpus divides naturally into a radial portion (trapezium, 
trapezoid, magnum) and an ulnar portion (unciform), but the manner of its working 
is not so simple. The unciform has a lunar facet which is convex in front, and concave 
behind; the motion of the bone is dorsi-volar. The radial portion of the second 
row of the carpus divides into two parts, namely, the magnum, and the trapezoid 
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Kill. 4.—Carpal diagrams of a mesonychid creodont (A) and a hippopotamus (B). Full linos 
indicate primary, and broken lines secondary, contacts. Compare with fig. 5 on the 
facing page. 

with the trapezium. The general direction of movement of the latter is conditioned 
by an oblique ridge which crosses the distal surface of the scapho-lunar from the 
antero-extemal to the postero-intemal angle, and which engages with a groove on 
the proximal surface of the trapezoid. In the Lion and Leopard, but not in the 
Cheetah, this groove continues on to part of the proximal surface of the trapezium. 
Movement of the magnum is governed by an oblique groove which is to the ulnar side 
of the ridge just mentioned, and more directly dorsi-volar in direction ; it engages 
with the proximal ridge of the magnum. In brief, there are three directions of 
movement of the distal row of carpal bones, all of them spreading fan-wise from the 
dorso-lateral angle of the scapho-lunar. 

In the Lion and the Leopard the ridge for the trapezoid and the groove for the 
magnum cut the dorsal border of the inferior facet of the scapho-lunar at angles of 
about 38° and 67° respectively. In the Cheetah the groove for the magnum is strongly 
marked, but the ridge for the trapezoid is so greatly reduced that its value as a guide 
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is doubtful. Since the direction of the groove for the magnum has become more 
nearly dorsi-volar at the same time, and is now sub-parallel to the facet for the 
unciform, the effect is that the metacarpus and digits of the Cheetah are not so capable 
of being spread apart, and are forced to work more in one plane than they do in either 
of the other two species. 

The carpo-metacarpal joint divides naturally into radial and ulnar portions. The 
radial portion consists of the first three carpals and metacarpals, and the ulnar 
portion of the unciform with the fourth and fifth metacarpals. Taken as a whole, the 
individual carpal bones are wedge-shaped, the dorsal surface being wider than the 
volar, so they form an arch of which the convexity is on the dorsal surface. The 
bases of the second and third metacarpals are also wedge-shaped (the much reduced 
first metacarpal may be ignored) and the grooves and ridges on their proximal surface's 
diverge radially from a point behind the volar concavity to work against similarly 
divergent ridges and grooves on the distal facets of the second and third carpals. 



Fiu. 5.—Carpal diagrams of a mi at* id crodont (A) and the three eats described m this paper (li). 

The contact between the magnum and the fourth metacarpal is indicated by the dotted 
line. Compare with fig. 4 on the facing page. 


The bases of the fourth and fifth met acarpals are pressed closely together so their 
proximal articular surfaces form what is in effect a single segment of a transverse 
cylinder which articulates with the inferior facet of the unciform. A small facet on 
the postero-radial comer of the base of the fourth metacarpal articulates with the 
postero-uinar comer of the magnum : it tends to be relatively larger in the Leopard 
than it is either in the Cheetah or in the Lion. 

The distinctions between the carpo-metacarpal joints of Lion, Leopard, and 
Cheetah are, broadly speaking, of the same order as those already noted in other 
parts of the limb. In the Lion and Leopard the grooves and ridges on the radial 
portion are divergent and well-marked, whereas in the Cheetah they are sub-parallel, 
less distinct, and the whole surface of the distal carpals on which they occur is very 
much flatter in the Cheetah than in the other two species. The inter-metacarpal 
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articulations are best developed and most clearly defined in the Lion, and only less so 
in the Leopard. In the Cheetah they are reduced and by no means so clearly defined. 

The differences noted between the articulations of wrist and hand of the Leopard 
and those of the Cheetah have the effect of restricting the range of movement of the 
latter. The radial-carpal articulation of the Leopard approximates to a universal 
joint, but the transverse extension of the convexity of the proximal facet of the 
scapho-lunar bone in the Cheetah limits the range of motion so severely that the 
universal joint of the Leopard, and to a lesser extent that of the Lion, is changed into 
a hinge which for all practical purposes moves only in an anterior-posterior direction. 
Similarly, the intercarpal joints of the Cheetah prevent that spreading of the meta¬ 
carpus and digits which is so well developed in the Leopard and Lion. This 
restriction (f movement is further reflected in the metacarpals of the Cheetah, the 
heads of which have the proximal facets much flattened. Moreover, the Cheetah 
has the metacarpals pressed closely together so that the third and fourth meta¬ 
carpals incline to function as a unit, and the whole hand takes on a markedly 
artiodactyl character. 

Discussion .—Owing to the form of the bones and the disposition of the muscles, 
the fore-limb of the Leopard is capable of a greater range and variety of movement 
than is that of the Cheetah ; the Lion comes somewhere in between the other two. 
The modifications of the Cheetah away from the general feline pattern are all in the 
direction of speed. They result in a diminution of the abductor function, in a pro¬ 
nounced tendency to restrict the limb to a backwards and forwards movement, in 
Joss of the power of rotating the bones of the fore-limb, in a great reduction of the 
mobility of the carpus, and in pronounced artiodactyly of the metacarpus and digits. 

The artiodactyly of the carnivore foot was first described by Boas, but his obser¬ 
vations were confined to external characters. He also showed that artiodactyly, 
which is general and often well-marked among the Carnivora, occurs sporadically in 
other orders. There is, however, this difference, that whereaH all genera of carnivores 
have paraxonic hands and feet, the other orders may also contain genera in which 
the symmetry is of the perissodactyl type (mesaxonic), and even genera in which the 
hand is of one type of symmetry and the foot of the other. Boas gives two examples 
among the rodents : Hydrochoerus has mesaxoni^* hands and feet, whereas the hares 
have a mesaxonic hand and a paraxonic foot. 

Primitive artiodactyls preserve the original relationships of the distal carpalia to 
the metacarpalia almost unchanged. In them Me 1 articulates with the trapezium, 
Me II with the trapezoid, Me III with the magnum, and Me IV and V with the 
unciform. In some, at least, of the modem carnivora there is a small contact between 
the head of Me IV and the volar-radial corner of the distal surface of the magnum, 
but this appears to be a feature which has developed pari passu with the gradual 
increase in size of the magnum. It is present on a few bones found in the Upper 
Eocene of France, and on bones found in later deposits, but it does not seem to be at 
all a constant feature until modem genera appear, and even in them there is reason to 
suppose that it is more regular in its development in the later species than it is in the 
earlier ones. Apart from this one character of doubtful value and meaning, the 
relations between the carpals and metacarpals are similar to those which obtain in 
that section of artiodactyls termed by Kowalevsky Artiodactyla Inadaptiva. 

The differences which develop between the two orders when the carpal elements 
begin to fuse are also important. In the Carnivora the first step is for the centrale to 
unite with the scaphoid, and the next for the scapho-centrale to unite with the lunar 
to form the familiar scapho-lunar of the true carnivores. The Eocene Miacidae 
either have all the bones separate, or at the most a scapho-centrale, but one species, 
Vulpavm profectus, has a scapho-lunar of the modem type. The elements of the 
distal row never fuse in carnivores. 
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The artiodactyls, on the other hand, retain the discrete proximal row of carpal 
bones ; gradually lose the centrale, which never appears in recent genera, even as a 
cartilaginous vestige in the embryo ; and restrict fusion of the carpal elements to the 
radial side of the distal row. As a general rule, fusion takes place in the didactyl 
genera only, and the tetradactyl genera remain in the primitive condition, but there 
are exceptions. For example, the camel has all the bones of the carpus separate, and 
Caenotherium , an extinct tetradactyl genus, contains some species in which the trape¬ 
zium, trapezoid, and magnum, are fused to form a single bone. 

These observations indicate that although the Carnivora resemble the Artiodactyla 
in the symmetry of the metacarpus, they differ fundamentally in the characters of the 
carpus, and it might be thought that the rosemblances were due to convergence. The 
true explanation is that the conditions governing the future evolution of the carnivore 
foot were laid down at the very beginning of the Tertiary, when the Miacidae, for 
reasons not yet fully understood, acquired a paraxonic symmetry. Once that had 
happened it was inevitable that further adaption towards a cursorial life should follow 
the same general lines as that of the artiodactyls, which also derive from a very 
primitive stock with paraxonic feet, the Mesonychidae, At the same time, it was not 
possible for the carnivores to follow exactly the same path as that trodden by the 
artiodactyls because the characters of the carpus differ, but it is worth remembering 
that the tendency so to do was very marked, and that the carnivores underwent a 
reduction of digits in the same manner, though not to the same degree, as the 
Artiodactyla Inadaptiva. 
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The Evolution of the Buffaloes, Oxen, Sheep and Goats. By Guy E. Pilgrim, 
L>.Sc., F.R.S. (Oommunioated by Or. A. Tindelt. Hopwood.) 

(With 6 Text-figures and a diagram) 

[Head 10 January 1940J 

[ Thin paper is the first half of a longer one left unfinished by Dr. Pilgrim when he died. The 
MS. of this part was in its final form, and the author had begun to type it. No draft of the second 
part, which was to have dealt with the relation of these groups to the remainder of the Pecora, 
was found.] 

The Buffaloes, Oxen, Sheep and Goats, and the numerous types of Antelope 
form a single family, the Bovidae. They share with the Cervidae and the Giraffidae 
the possession of what we may collectively call ‘ horns \ This character, together 
with others, such as a hollow tympanic bulla, distinguishes these three families 
from the others of the large order Artiodactvla, of which they form the suborder 
Pecora (Latin,— pecus , pecoris , cattle). 

The Pecoran ‘horn’ consists of three* parts : (1) the outer skin, which in the 
Bovidae is changed into keratin ; (2) the ossicone or os cornu , originally ossified from 
a centre separate from the skull and only united with it after birth ; (3) a protuberance' 
of the frontal bone of the skull. In the Giraffidae the ossicone constitutes by far 
the greater part of the * horn *, and its junction with the frontal is at first a simple 
suture such as we find between the other bones of the skull. In the two other 
Pecoran families, the frontal protuberance grows around and beyond the ossicone, 
and obliterates its individuality before the animal is born. In the Cervidae the 
‘ horn ’, which is known as the antler, and is generally branched, is covered with a 
hairy skin in its young stages, but is bare when mature ; it is shed and renewed 
annually. In the Bovidae both the horny sheath and bony core are permanent 
throughout the animal’s life, except in the North American Prong-Bucks, sometimes 
put into a separate family as the Antiloeapridae, which shed the horn-sheath 
periodically. 

We infer from these details that the Giraffid horn is the most primitive, and that 
the other families have at some time in their history passed through a Giraffid stage. 
This is also suggested by the fact that homed animals showing Giraffid characters 
seem to appear earlier in the geological record than the Cervidae and Bovidae. In 
the lower Miocene primitive Giraffid genera, Procervulus and Lagomeryx , occur in 
Europe and China, and, probably, in America as Dromomeryx , Aletomeryx , and 
their numerous allies. Beer must have existed almost as early, if we may judge 
by the existence of an antlered type (<S Uephanocemas) in the lower Miocene of China 
and Europe. 

The ancestors of these homed genera must have been hornless, and in many parts 
of the world we meet with such forms as early as the Oligocene ; such are Dremo- 
therium and Amphitragulus in Europe, Blastomeryx in America, and' PropcUaeomeryx 
in India. These clearly possess Pecoran characters and have, been classed together 
under the general family name Palaeomerycidae. 'Some of them have been shown to 
possess all or nearly all the characters one would expect to find in the ancestors of the 
antlered deer of later periods, and certain hornless deer have survived to the present 
day, for example, the tiny Musk Deer (Moschus), and the Chinese Water Deer 
(Hydropote*). But we are not able to point with certainty to a form which stands 
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in similar relationship to the (braflidae and flu* Bovidae, neither ean wi* deny that 
any one of these hornless genera might be a common ancestor of all the IVcora. 
Horns were at first confined to the males, the females of the Bovidae andViiraffidae 
gradually acquired them later, and even now the process is incomplete. Tn the 
Cervidae the females have always remained hornless. 

At a more remote period genera existed which show most of the characters to be 
expected in the primitive common ancestor of all the IVcora. These are Gelocus 
and Prodremotherium of the lower Oligocene of Europe, and Archmonieryx of the 
upper Eocene* of China. The two former genera belong to the family of the Ohevrotains 
(Tragulidae), but they belong to a side branch which did not lead directly to the 
living species. The third genus may be more truly regarded as an ancestral Chevro- 
tain, but, together with other genera which art' less closely on the direct Pecoran 
ancestry, it has been classified as a distinct family, the Hypertragulidae. 

The types chosen for the diagram (at t he end of this paper) do not pretend to 
represent more than an approximation of the actual evolutionary stages and there 
are numerous gaps in the succession. As regards individual details of the anatomy, 
some of these gaps are partially filled by genera which, because of other featuies, 
are clearly off the direct lira* of ascent. 



Fig. 1 .—Archaeomerycr optatas. Restored skull and jaws, lateral view. Natural size. 

(Copied from Colbert, 1941, fig. 1 a.) 

ArohaBOMERYX. —This was a small animal less than one foot high, which must 
have resembled the modern Tragulm in general appearance*. It is known by a very 
complete series of fossils from the upper Eocene of China. It has been put into the 
family Hypertragulidae, of which the other members are* American, but to all intents 
and purposes it is a primitive Tragulid, and there is good reason to believe that it 
is as near as may be to the primitive* ancestor of all the Pecora. 

The following are its most important primitive charae*ters : skull hornless, face 
parallel to the basicranial axis, orbit in the centre line, brain-case small; upi>er incisors 
well developed, upper canine of medium size ; of the three* upper premolars Retained, 
only the last approximates to the advanced Pecoran condition of crescents, the first 
two having simple cusps only ; the upper molars are short-crowned, with rough 
enamel, and with four main cusps of which only the inner ones show any tendency 
to the crescent shape of the advanced Pecora ; lower canine close to and shaped like 
the three incisors, ril inclined strongly forward ; front lower premolar with the shape 
and function of a jrianine, last three lower premolars composed of simple cusps without 
any trace of the Complicated processes of the advanced Pecora, lower molars composed 
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of cusps of which only the outer ones show a tendency to the Pccoran crescentic 
shape ; in the front limb, the ulna strong and separate from the radius, median 
pair of digits separate, lateral digits complete but somewhat reduced so that the 
toes do not touch the ground ; the hind limb large, the navicular fused with the cuboid 
but separate from the eetocuneiform, median pair of digits separate, lateral digits 
complete, but more reduced than in the front foot. 



Fig. 2. —Archaeomeryx optatus Left hind foot, dorsal view. Natural size. 

(Copied from Colbert, 1941, fig. 3.) 

The following characters indicative of Pecoran relationships have been passed 
on to all the later members of the suborder ; orbit closed behind; upper first premolar 
lost; cusps in the upper molars reduced to four, most of the contemporary Artio- 
dactyla have five or more ; the tendency to a crescentic shape in the inner cusps 
of the upper molars, and the outer cusps of the lower molars ; the complete loss 
of the first digit in both fore and hind feet; fusion of the naviculai and cuboid in 
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the ankle ; reduction of the fibula to upper and lower vestiges, possibly un¬ 
connected in the middle even by a fibrous strand. 

Qbloous .—This is an animal of more than twice the size of Archaeomeryx. Its 
remains have been found in the lower Oligocene of Europe, but are rather fragmentary. 
Of the skull only the upper and lower dentition are known. The upper incisors, 
as well as the first premolar, are possibly absent. The first lower premolar has been 
shifted back into the line of the others, and is a very small tooth ; the upper molars 
are quite as short crowned as those of Archaeomeryx , but the internal cusps have 
assumed more of the Pecoran crescentic shape. The two median digits of the hind 
foot are now fused to form a cannon bone, but those of the fore foot still remain 
separate. In both feet the lateral digits are mere vestiges. The toes are not preserved. 
The fibula is known only by a vestige of its lower end. 

Eotragus in the earliest undoubted Bovid with which we are at present acquainted. 
It has been found in the lower and middle Miocene deposits of Europe and Central 
Africa. The genus includes four species, all of them smaller than Gelocus , but of 
course a Gelocine smaller than those at present known may have existed, and have 
been the actual ancestor of Eotragus. 

Eotragus retained many of the primitive characters of Gelocus , yet its possession 
of small, upright horns situated directly over the orbits, of upper and lower molars 
which have four distinct crescents, of upper premolars which have* a single crescentic 
fold of enamel similar to those of the molars, and of lower premolars which have 
numerous complex folds, shows a very considerable advance on Gelocus. In fact, 
the progressive characters mentioned make it clear that Eotragus is a Bovid. The 
parallelism of the facial and basicranial axes, the presence of a large facial gland as 
shown by the pit for its reception, and the narrow triangular shape of the basi- 
occipital are primitive features which undergo considerable change in many of the 
later anteloj>es and especially in the Oxen and Slice p. Eotragus may have been 
the ancestor of the so-called Bovine Antelopes generally, but in any case it seems 
to lead directly to the subfamily Boselaphinae, which survives to-day in the Indian 
Nylghai (Boselaphus) and the Four-horned Anteloj»e ( Tetracerus ), and through the 
subfamily to the Buffaloes and Oxen. The Sheep, however, must have braneht d off* 
from an earlier Bovid, probably Gazelline, in the lower Miocene, since the twisted- 
horned genus Oioceros, whose geographical range extended from northern China to 
Europe, is closely allied to the Sheep and occurs first in the upper Miocene of China. 
The so-called Caprine Antelojies are no doubt descended from the same unknown 
lower Miocene Gazelle. 

Pachyportax. —With this genus we reach a developmental stage which may 
be said to forecast the entrance of the Buffaloes and Oxen. It is known by two species, 
both of them Indian. The first, P. nagrii from the upper Miocene, is represented 
by a female skull without horns ; it was about the size of a domestic sheep. The 
second, P. latidens from the lower Pliocene, was somewhat larger and had horns 
which were slightly twisted. The genus may be placed among the Boselaphinae, 
of which many genera with twisted horns have been discovered in the lower Pliocene 
of India. The twisted horns of Pachyportax latidens are rather against the idea that 
it was ancestral to the Buffaloes, but the males of P. nagrii may possibly have had 
straight horns. 

The characters in which Pachyportax is definitely more progressive than Eotragus , 
and by which it is allied to the Oxen and more especially to the Buffaloes are as &Hbw : 
(1) the breadth of the occiput, which has an expanded squamosal shelf; (2) the slight 
bending down of the face on the basi-cranial axis ; (3) the cross-section of the horn- 
core, in which we can observe the beginning of the anterior and posterior keels and 
the extension of the inner edge giving a section very similar to that of the horn-core 
of Proamphibos and the early Buffaloes, and which led on to the markedly triangular 
horn-core of the modem Buffalo ; (4) the higher crowns of the molars, in which the 
JOUBN. L£NN, 800,—ZOOLOGY, VOL. XLX. 20 
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crescents are more compressed in an anterior posterior direction, and an expanded 
inner median pillar ; cement is also present on either side of the enamel folds—this 
is a progressive character associated with the higher crowns ; (6) the stouter feet 
in which the cannon bones have retained much of their original length, but the toe 
bones are shorter and stouter, thus differing from the Boselaphine Antelopes and 
approaching the condition seen in the Oxen. 

The primitive characters which Pachyportax retains and which are therefore 
similar to those of Eotragus are : (1) the long brain-case, but a tendency to shortening 
is perhaps indicated by a V-shaped, instead of a transverse, suture between the 
parietal and the frontal; (2) the position of the horns directly over the orbit ; (3) the 
deep pit at the side of the face for the reception of the facial gland ; (4) the relatively 
narrow basioccipital with weak and but little expanded tuberosities ; (5) the large 
size of the auditory bullae ; (6) the weakness of the median rib on the outer side 
of the hind lobe of the upper molars. 

The Buffaloes. 

From now on we are in a position to distinguish the separate lineages of the 
Buffaloes, Oxen, Sheep and Goats, and to trace their evolution in approximate detail. 
We begin with the Buffaloes. 

Parabos and Proamphibos are the earliest representatives of the true Buffalo 
lineage. These two genera, the former is European and the latter Indian, appeared 
in the lower Pliocene and continued into the middle Pliocene. Parabos is on the 
whole the more primitive, but, except for the limb-bones, the fossil remains of 
Proamphibos are the more complete. In comparison with Pachyportax , Proamphibos 
is more progressive in almost every way. It is about one-third larger ; the occiput, 
of which the parietal forms the roof, is shorter, and has increased in breadth and 
diminished in height; the basioccipital is markedly triangular and has more prominent 
tuberosities ; the auditory bullae are narrower ; the face is broader and more bent 
down on the occiput; the palate is considerably thickened ; the horn-cores are 
shifted farther behind the orbit and are more divergent, their cross-section, though 
similar to that of Pachyportax , is more expanded and convex on the inner edge ; 
the females are still hornless ; the crowns of the*molars are higher and the ribs which 
run up the centre of the outer wall of each lobe are stronger. The pit for the reception 
of the facial gland retains its primitive depth in the lower Pliocene species, but 
by the time the genus has reached the middle Pliocene it has entirely disappeared. 

The digits of Parabos macedoniae show a distinct approach to the Bovine type 
in that they tend to become shorter and stouter than those of Pachyportax , and 
the expansion of the metapodials at the distal end indicates a greater development 
of the toes. 

Hemibos is found abundantly in the upper Pliocene of India and wandered west¬ 
wards as tar as Palestine. It is subject to considerable variation, but always shows 
a distinct advance on Proamphibos in the direction of the modem Indian Buffalo. 
Compared with Proamphibos , the frontal and the occipital are both broader, and the 
height of the occiput is less ; the frontal is lengthened at the expense of the parietal, 
but the latter is still confined to the roof of the brain-case and is at right angles 
to the occipital; the frontal is arched antero-posteriorly, and on this arch the horns 
are situated, diverging more than in Proamphibos and considerably more tilted 
backward. The horns of the female are smaller than those of the male, and have 
the primitive cross-section of Proamphibos. In the horns of the male, the inner 
convexity of Proamphibos has become more marked and has almost changed into 
a third keel, so that the diameter here is greater instead of being less than it is at 
the two primary keels. Owing to an increase in the width of the posterior tuberosities, 
the basioccipital is triangular in shape. The auditory bulla is narrower. There is 
no facial gland. 
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The teeth have higher crowns with larger internal basal pillars, and with stronger 
ribs on the outer walls of the upper molars. Cement was probably present on the 
teeth, but it has not been preserved in the fossils. 

Bub ALUS. —The earliest species which may be assigned to this genus is Bubalus 
platyceros from the Siwalik Hills of India. It seems in the main to have been of 
lower Pleistocene age, although some forms may have persisted until the beginning 
of the middle Pleistocene, which is distinctly later than the date of the Hemibos 
material. 

The skull is broader in every part than in Hemibos. The frontal is more arched ; 
the parietal is more restricted, and is bent towards the occipital plane ; the facial 
and basicranial axes are inclined to one another ; the basioccipital has undergone 
a great expansion of the posterior tuberosities, so that its triangular outline is still 
more pronounced ; the auditory bullae are short and narrow; there is no lachrymal 
fossa. In some varieties the horn-cores diverge widely, almost in the plane of the 
frontal, although they bend upwards towards the tips. Their cross-section is now a 



Fid. 3. —Hemibos ncutwornis. Partial skull, lateral view. One-sixtli natural size. 
(Copied from Pilgrim, 1939, fig. 47.) 


perfect isosceles triangle with all throe keels sharp, and the inner one considerably 
extended. The occipital is still lower than in Hemibos. The molars are more hypso- 
dont, with stronger basal pillars and ribs, and have abundant cement. 

Bubalus pdUieindicus is probably no more than a variety of the living Indian 
Buffalo, and, when we know more about it, may prove to be the same as the Assam 
Buffalo, B. bubalis macroceros. 

The African Buffalo belongs to the genus Syncerus. To judge by the short palate, 
which does not extend behind the teeth, and by the absence of fusion between the 
palatine and vomer, it is much more primitive than the preceding forms. It is also 
distinguished from Bubalus by the following additional characters : the concave 
facial profile ; the short and wide nasals ; the short premaxillae, either not in 
contact with the nasals or but slightly so ; the not very prominent orbits ; the 
relatively large and inflated auditory bullae ; the horn-cores are hollow only at the 
base. 

It is possible that Syncerus branched off in the upper Miocene from a species of 
Pachyportux resembling P. nagrii , but the fossil record is silent as to its origin, which 
may have been in a forested area, 

Oxen, Bison, Yak. 

The evolutionary record of the true Oxen, Bison and Yak is much less complete 
than that of the Buffaloes, but there is no doubt that their development proceeded 
on similar lines, These are, the shortening of the parietal; the shifting back of the 

20* 
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horns on the frontal; the broadening of the skull; the development of an internal 
keel on the horns ; the heightening of the crowns of the teeth, with increasing promin¬ 
ence of the external ribs and of the median basal pillar ; and the maimer in which 
the limb-bones, especially the metapodials, became shorter and stouter and the toes 
became broader. 

It is not unlikely that the Oxen branched off from the Buffaloes in the upper 
Miocene, and that both were derived from such a species as Packyportax nagrii ; 
but both that species and the supposed intermediate form Perimia found in the 
lower Pliocene are very imperfectly known. Furthermore, we know of no fossil 
species which can even approximately fill the gap between the lower Pliocene Perimia 
and the lower Pleistocene species Bo$ acutifrone. 



Fig. 4. —Perimia falconeri. Holotype viewed from above. One-half natural size. 

(Copied from Pilgrim, 1939, fig. 15a.) 

The short lineage which began in the lower Pliocene with Proleptobos and is 
continued in the upper Pliocene by the widely distributed genus Leptobos affords 
a glimpse of the development of one of the most striking features of the oxen, namely, 
the deflection of the parietal from the roof of the brain-case into the plane of the 
occipital, and the almost complete elimination of the supraoecipital. 

Perimia shows certain special characters of the Oxen in the widely separated 
horns, which are almost circular in cross-section (the only skull known is that of 
an adolescent), and in the absence of the arching of the frontal characteristic of the 
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Buffaloes. The front part of the skull is remarkably Ox-like in the absence of a 
lachrymal fossa, in the probable presence of a fissure between the nasal and the 
lachrymal, and in the separation of the premaxillae and nasals. 

A striking change took place between the characters of the skull and feet of 
Pachyportax and Perimia , both of which are antelopine in many ways, and those 
of the earliest true Ox known, Boa acutifrons , which is found in the lower Pleistocene 
of India. Fortunately we have a clue to the stages which bridged this evolutionary 
interval in the short parallel lineage of Leptobos , which was widely dispersed from 
south-eastern Asia to western Europe. 

Proleptobos, probably obtained from the lower Pliocene of the Irawaddy valley 
in Burma, is the earliest known member of this line,, The only skull known is 
hornless, and therefore that of a female. There is a distinct bending down of the 
rather short parietal, and still more of the supraoccipital, towards the plane of the 
occipital thus foreshadowing the condition in Bos. There is a shallow lachrymal 
fossa and a marked fissure between the lachrymal and nasal bones. The palate 
is slightly thickened ; it is not united to the vomer. The molars are moderately 
high ; their enamel crescents have the semi-circular shape of the modem Oxen. 
The face is broad in front of the orbits ; the basiooeipital is triangular with expanded 
posterior tuberosities. 

Primitive characters arcs the height and narrowness of the skull behind the orbits, 
especially of the occiput. Special characters which distinguish this form from early 
Bos and Bison are the deep temporal fossae, their approach to each other, and the 
manner in which they open on to the supraoccipital only. 

In Leptobos these social features are further develo]>ed. The parietal is still 
more shortened, and the supraoccipital is still further deflected into the plane of the 
occipital ; the facial gland has vanished ; the horns are approximately circular in 
cross-section without any trace of inner keel, though traces of two primary keels 
are noticeable, and in a Javan species, which is probably of lower Pleistocene age, 
they are slightly twisted as in certain species of Bos. The metacarpals are relatively 
slender; compand with the length of the radius they are slightly shorter than in 
Pachyportax and more expanded at the lower end, although in both these respects 
they differ very considerably from the true Oxen. 

Bos (including Bibos). —The characters of the genus are clearly displayed in the 
skull of the earliest known sj>eeies, Bos acutifrons from the lowest Pleistocene of the 
Siwalik Hills. Both sexes appear to be horned ; the horns have increase d considerably 
in size and the inner keel is very marked ; they have been shifted to the extreme 
hinder end of the frontal, stand far apart, are widely divergent, directed somewhat 
to the rear, and curve forward at the tips. The parietal has been shifted into almost 
the same plane as the occipital which forms an acute angle with the plane of the 
frontals. The lachrymal fossa has vanished, but there is an ethmoidal fissure, 
and the premaxillae do not touch the nasals. The posterior openings of the temporal 
fossae are narrow and, unlike those of Leptobos, are separated by a considerable 
interval. The basiooeipital is triangular with large tuberosities, of which the 
posterior pair is much expanded transversely. The face is bent dowm on the basi¬ 
cranial axis at an angle of about 20°. The front premolar is considerably reduced. 

Later species of Bos have the parietal quite in the plane of the occipital, and the 
horn-cores diverge at an angle of as much as 3 80°. 

During the'middle and upper Pleistocene, Bos was spread widely throughout 
Europe and Asia. The enormous Aurochs (Bos primigenius) inhabited the forests 
of Europe and was gradually exterminated by hunters. Its last refuge was in Poland, 
where it did not become extinct until the 17th century. Drinking-cups over six feet 
long made from Aurochs’ horns were in existence until comparatively recently. 

Bos mmadicus, a close relation of the Aurochs, is known from fossil remains found 
in the middle Pleistocene alluvial deposits of various rivers of peninsular India. 
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Wild cattle exist today in the Gaur (Bibos gaums) found in the hilly parts of India, 
and in the Bantin (Bibos banteng), which lives in Java and the Malay Peninsula, 
The former stands six feet high or more at the shoulder. The Gayal (Bibos frontalis) 
is a partly domesticated race of the Gaur. 

Various breeds of domesticated oxen are found throughout the world ; the most 
remarkable is the humped ox (Zebu) of India, a breed of unknown origin which 
may be derived from Bibos banteng. 

The Yak (Bos gmnniens) of Tibet is closely related to the Oxen, but differs from 
them in the possession of fourteen pairs of ribs. It has been made the type of a 
separate genus, Poepgahus. No annectant forms are known. 

Bison differs from Bos in the parietals being very nearly in the same plane as 
the frontal, and inclined at a considerable angle to the plane of the occipital. The 
skull itself, especially the occiput, is very broad and low ; the basioccipital somewhat 
approaches a quadrangular shape, with the posterior tuberosities but little expanded 
laterally ; the auditory bullae on either side of it are large and inflated. The horns 
are far apart and situated not far behind the orbits ; they diverge at an angle of about 
180°, and vary from triangular to circular in cross -section. Bison sivalensis is probably 
an upper Pliocene species, and the earliest member of the genus. 

The Bison is the only instance of a true Bovine migrating from Asia to North 
America, where it is represented by no less than seven different species distributed 
throughout the Pleistocene, and ranging from Alaska to Florida. 

It is probable that, in the middle Pliocene, the lines leading to the Oxen, Bison 
and Yak, branched off from a common ancestor. 

The European Bison, or Wisent, was common in the forests of central Europe 
during the early part of the Christian era, but it was hunted to extinction, until, 
just before the present war, it only survived in a special preserve in Poland. 

Sheep and Goats. 

The Sheep and Goats, together with the Gazelles, the Caprine Antelopes Bupi' 
capra , Budorcas and Nemorrhaedus , and the Musk Ox and its ancestors, have been 
separated from the Oxen and so-called Bovine Antelopes as a special section of the 
Bovidae termed Aegodontia. They are characterized by narrow teeth with median 
ribs on the outer lobes of the upper molars, and with smooth enamel on the inner 
lobes of the lower molars. There is either a lachrymal fossa, or a fissure between 
the lachrymal and nasal bones. The Gazelles, first known in the middle Miocene, 
are the earliest, as they are the most primitively constituted of the group. They are 
unlikely to have any connexion with Eotragus , the first horned Boodont known, 
and the origin of both Eotragus and Gazella must be sought in some as yet unknown 
ancestral genus in the lower Miocene or upper Oligocene, which, at a still more ancient 
epoch, evolved from the tragulid genus Gelocus. The Gazelles have persisted to the 
present day, but the Sheep and Goats may have branched off from an early Gazelline 
at least as early as the middle Miocene. 

A great gap exists between this hypothetical form and the true Sheep. There is 
another gap between this form and the first Goat, Tossunoria , which is found in the 
lower Pliocene of China. The gap in the ovine line is partially filled by a short 
lineage ( Oioceros ), which may not be directly ancestral to the true Sheep (Ovis), but 
which we may employ, as we did Leptobos among the Oxen, to illustrate the changes 
through which the ovine ancestor passed on its course of development into true 
Sheep. 

Gazella .— The genus abounds in the lower Pliocene deposits of Europe and 
Asia, but its remains are first found in the upper Miocene of Europe and India. The 
fragmentary fossil remains of these very early. Gazelles consist merely of isolated 
hom-oores and teeth, and differ from the remains found in lower Pliocene deposits 
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only in their smaller size. They cannot be claimed as direct ancestors of the Sheep 
and Goats since the contemporary Oioceros is much more closely related to the 
Sheep. 

It is unlikely that Eotragua , which is ancestral to the Oxen and to the Bovine 
Antelopes, gave rise either to the Gazelles or to the Sheep. Some unknown form 
of the middle Miocene may have been ancestral both to the Gazelles and to Oioceros 
and the common ancestor of Eotragm and the Gazelles, possibly a hornless form, 
is likely to be recognised one day in the lower Miocene or even earlier. We may, 
however, consider Gazella as presenting many features which must have characterized 
the hypothetical ancestor of the Sheep and Goats. 

The Gazelles of the lower Pliocene have a relatively narrow skull with a long 
face, the frontal being only slightly longer than the parietal. The frontal gradually 
bends down on the parietal, as a beginning of the extreme bend which was to take 



Fia, 5 .—Oioceros (?) gr anger i. Diagram of skull viewed from above. 

Ono-fourtli natural size. (Copied from Pilgrim, 1934, fig. 4.) 

place later in the true Sheep and Goats. The horns are circular, or siightly compressed, 
in cross-section ; they stand directly over the orbits, and are only slightly divergent ; 
the females arc hornless. There is a deep lachrymal fossa, and a iissurc between 
the nasal and the lachrymal bones. The basioccipital is narrow but more expanded 
behind ; the auditory bulla is relatively large. The teeth are, rather low-crowned, 
and the upper molars are longer than broad, although the first molar is rather square 
On the outer side the median rib of the posterior lobe is weak (in the living Gazelles 
both lobes are practically flat). The limbs are long and slender, the cannon bone 
being as long as the radius ; a vestige of the lateral digit persists. 

In the later and living Gazelles, many of these characters have undergone some 
slight change in the direction of the Sheep and Goats. Thus the teeth are hypsodont, 
and the female has developed horns, though these are usually much smaller than 
those of the male. The auditory bulla is more flattened, but still retains its triangular 
shape* 
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0ioc Bros. —In the upper Miocene species Oioceros grangeri and 0. noverca , both 
from China, we have the earliest occurrence of the true Sheep type. The skull is 
extremely broad at the orbits, and narrow towards the front. There is a deep 
lachrymal fossa. The parietal is a little shorter than the frontal. The horns in the 
male (the females are hornless) are slightly twisted in an anti-clockwise direction 
for the right horn, and clockwise for the left. The basioccipital is sub-triangular 
with a convex surface. The bulla is small and short. The teeth are rather low- 
crowned. The median rib on the anterior lobe of the upper molars is not very 
prominent, and on the posterior lobe is practically absent. The premolar series 
is somewhat reduced. No limb-bones have yet been found. 

Oioceros proarie* and 0. kuhlmanni were both found in the lower Pliocene deposits 
of Samos ; the former which is hornless, is probably the female of the latter. The 
genus itself is widespread in beds of the same age in northern Asia, Persia and 
Europe, but the two species found on Samos are much more advanced in the direction 
of the true Sheep than any of the others, so much so, indeed, that Oioceros kuhlmanni 
was first described as a species of Ovis. The following characters show clearly that 
these two forms are more progressive than those from the upper Miocene of China. 

The angle which the face makes with the parietal is much greater, nearly 90°. 
The parietal itself is much shortened, and the occipital is narrower. The horns 
are longer, more twisted, and much inclined backwards, almost in the plane of the 
face, and are situated wholly behind the orbits. 

In certain features, however, the advance towards Ovis is slight. Thus, the 
teeth have hardly increased in height, and the median rib on the outer wall of the* 
anterior lobe of the upper molars is still plainly visible. The premolars are not. 
noticeably reduced. The nasals have retained their primitive length and slender¬ 
ness ; the basioccipital is in the same plane as the basisphenoid and has little tendency 
to assume the broad quadrate shape of Ovis and Capra. The lachrymal fissure 
still persists. Another primitive feature is the presence of a long vestigial lateral 
digit. Whether the cannon-bones were more advanced, that is to say, whether 
they were shorter and broader, is not yet known. 

Ovis. —The presence of a true Sheep in the upper Pliocene deposits of Senftze 
France, has been recorded, but the specimens htive not yet been described or iigured 
Another true Sheep of early date is Ovis shantungensis from the Nihowan beds of 
China. 

Several specimens of Sheep have been described from beds of Pleistocene age, 
and most of them have been referred to living species. It is possible that they have 
descended from one of the species of Oioceros described above. 

The most striking of the. characters jn which Ovis has progressed beyond even 
the most advanced species of Oioceros are—the greatly increased size and greater 
torsion of the horns ; their greater divergence and triangular cross-section ; the 
general presence of horns in the female, though as a rule the horns are small and 
upright, and in some living species the females are hornless ; the horns are generally 
very large and form an open spiral which curves backwards, downwards and forwards, 
and then bends inwards at the tip, they have also been shifted far behind the orbits ; 
the parietal is much shorter and stands at a right angle to the frontal; the nasals 
and premaxillae are shorter, which takes away the sudden narrowing of the face 
characteristic of Oioceros ; a lachrymal fossa is retained, but the fissure lias been 
obliterated, and the premaxillae do not articulate with the nasals. The occipital 
is narrower ; the basioccipital is square in outline, concave on its ventral surface, 
broader in front than behind, and forms an obtuse angle with the basisphenoid. 

The teeth are very high-crowned and the median ribs on the outside of each lobe, 
of the upper molars have completely disappeared. The premolars are further 
reduced. 

The limbs are still long and slender, but the cannon bones are much stouter 
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than in the Gazelles. The vestige of the fifth metacarpal is seen as a small knob 
on the outer side of the upper end of the cannon bone, and, in the domesticated 
races at least, is often missing. 

Fossil remains of Pleistocene Sheep are known from the Norfolk Forest Bed and 
also from various parts of Germany and France ; they are more or less closely 
related to the wild Sheep of to-day. 

Wild Sheep are know'll from all parts of the northern hemisphere, though they 
are now much scarcer than they were during the Middle Ages. For example, the 
European Mouflon (Ovis mvsimon ), the smallest of the wild species, is now restricted 
to the mountains of Corsica and Sardinia, whereas it formerly occurred in many 
parts of the continent. In this species the face-glands are small, and the female 
is very often hornless. The Asiatic Mouflon (Ovis oricntalis) is found in the Elburz 
range of northern Persia, in Armenia, and in the Taurus range of* Asia Minor ; it 
is the probable ancestor of the so-called Turbary Sheep. 

Other wild Sheep are the Urial (Ovis vignei), which ranges from northern Tibet, 
through Russian Turkestan and Afghanistan to the Salt Range in N.W. India. 
The Argali (Ovis amnion) is the largest of all living Sheep ; it may stand as much 
as four feet high at the shoulder, and its range extends from Bokhara to Tibet, 
Mongolia, and eastern Siberia. Marco Polo’s Sheep (Ovis polii) has horns of great 
length—the record is some 75 inches—which are relatively slender and twisted in 
a more ojieii spiral than are those of the species previously mentioned ; its typical 
locality is the Pamirs. The African Sheep or Arui (Ovis hr via), which is restricted 
to North Africa, is sometimes referred to a separate genus as Ammotragus hrvia ; 
it has no lace-glands, and the female has larger horns than arc usual in the other 
species. 

The Bharal (Ovis nahoor) is often referred to the genus Pseudois, and is regarded 
as a link bet ween the Sheep and the Goats. In particular, the basioccipital is narrower 
in front than behind, a character which usually distinguishes the Goafs from the Sheep. 
The face-glands are absent. This sj»ecies lives on the Tibetan plateau and the 
adjacent mountains, and never descends below 10,000 feet, even in winter. 

Remains of domesticated sheep have been found in the Swiss Lake-dwellings, 
and in Bronze Age deposits in Turkestan. Domestic sheep may be recognized by 
their lighter and more porous horn-cores, in which the spongy bone of the interior 
is developed at the expense of the compact external layer. They are classed under 
the name Ovis aries L., but this is almost certainly a collective sjiecies comprising 
animals of widely differing origin. The probable descent of the Turbary Sheep from 
Ovis orienialis has already been mentioned, and there is good reason to believe that 
some foreign breeds have been derived from the Argali, and that some of the pre¬ 
historic domestic sheep of Turkestan may have had their origin in Ovis vignei. 

Goats .— The Goats, generally regarded as comprising the two genera Capra 
and Uemitragus , are very closely allied to the Sheep. They have a more southerly 
range than the latter, which is probably w'hy they never reached the New World 
by way of the narrow Behring Strait, which was once dry land, and wliicli is believed 
to have been the route followed by Asiatic mammals migrating to America. 

The Goats are distinguished from the Sheep mainly by the horns, which are more 
compressed and which are twisted in a clockwise spiral ; by the absence of face-glands, 
and consequently of the pit which lodges the glands ; by the presence of an ethmoidal 
fissure ; and by the different shape of the basioccipital, which, though broad and 
concave as in the Sheep, differ in being narrower in front than behind. The back 
teeth, too, are not so high-crowned, and the cannon bones are shorter. Externally 
they are distinguished by the presence of strongly odoriferous glands under the 
tail of the male Goat, and by their bearded chins. 

Tossunoria from the lower Pliocene of eastern China is the earliest form which 
may be regarded as ancestral to the Goats, especially to Hemitragus. Since it is 
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a contemporary of those European species of Oioceros which are closely related to 
the Sheep, and since it is only slightly later in date than the Chinese species Oioceros 
grangeri and 0 . noverca, it seems obvious that we must seek for the separation of the 
lineages of the Sheep and Goats in the lower or middle Miocene. Very probably 
the same hypothetical ancestral Gazelle gave rise to both, but there is at present 
no fossil evidence to support this view r . 

Tosnsuoria is known only by an imperfect skull from China. The horn-cores 
are large and bend backwards as in Hemitragus , and have a sharp keel in front. 
Apart from this, they are oval rather than pear-shaped in cross-section and seem 
to be situated well in front of the fronto-parietal suture. The occipital is extremely 
low. The face is bent down on the parietal. 

The base of the skull does not resemble that of the living Goats. The basioccipital 
is narrow", and the two pairs of tul>ercles are united by two longitudinal swellings 
enclosing a central groove. The auditory bullae are large ; their structure resembles 
that of the lower Pliocene Gazelles and is very different from that of Oioceros , or of 
the Recent Sheep and Goats. The dentition is unknown. 

Sivacapra is founded upon a skull from the upper Pliocene of India. It resembles 
Tossunoria in many ways, and, like that genus, finds its nearest living relative in 



Fio. 6 .—Sivacapra sivaUrutis. Brain-case and horn-cores viewed from above. 

One-half natural size. (Copied from Pilgrim, 1939, fig. 4.) 

the Tahr (Hemitragus). The horns are more pear-shaped in cross-section but are 
flattened on their inner surfaces. The face is bent down at right angles to the 
parietal. The brain-case is narrower, although the occipital is low and broad, 
The large auditory bullae, and the shape of the basioccipital are very similar to those 
of Tossunoria } but Sivacapra has advanced beyond that genus in the shortening of the 
parietal. The median hollow on the ventral surface of the basioccipital is broader 
than the corresponding groove in Tossunoria ; in this respect also, there is an advance 
towards the characters of the modern Capra. 

Capra —Many specimens of this genus have been recorded from the Pleistooene 
deposits of Germany. They are closely related to living species, or to Hemitragus . 
The most striking progressive features are the broader brain-case ; the higher and 
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narrower occipital; the further shortening of the parietal, not indicated in Hemitragus] 
the narrower and smaller bullae ; and the flat, expanded basioccipital. The 
dentition is unknown. 

Various remains of Gloats have been found in the Pleistocene of Europe. The 
best known of these is Capra prisca from Hungary ; it is related to the living Ibex. 
Capra savini from the Norfolk Forest Bed seems to be nearest to the Pallas Goats, 
or Tur. The German species described under the names Hemitragus stehlini and 
H. kunbergii are related to the Tain*. 

The species of wild Goat now living include the various species of Ibex (Capra 
ibex , C. pyrenaica , C. siberica) which are distributed throughout the high mountain 
chains of Europe and Asia from the Pyrenees to Mongolia and eastern Siberia. Capra 
walii , which lives in the mountains of Abyssinia is the southern representative 
of the Siberian Ibex. All these species have very long, compressed, scimitar-like 
horns which sweep boldly backwards, and which measure from two to three feet 
in length along the curve. 

Capra aegagrus has horns resembling those of the Ibexes, but they are longer, 
measuring up to four feet in length, and have bold, widely separated knobs on the 
front. It ranges from the mountains of south-eastern Europe to those of south-western 
Asia, from the Caucasus to Persia and Baluchistan. It was formerly abundant 
on the islands of the Grecian archipelago, from many of which it has now been 
exterminated. 

The Markhor of Kashmir ( Capra falconeri) is the handsomest of the wild Goats. 
Its horns are twisted either into an open spiral of about one and a half revolutions, 
or else into a tight spiral of two or three complete turns ; there are intermediate 
forms. The better specimens have horns which are over three feet long in a straight 
line, and measure fourteen inches or more in basal girth. 

There are three species of Hemitragus , namely, Hemitragus jemlahica , which is 
found in the outer and middle ranges of the Himalayas, H. jayakari living in Oman, 
and H. hylocrius which inhabits the Nilgiri hills and other mountain ranges of 
southern India. They all agree in the possession of short, stout, compressed horns, 
sharply keeled in front, which almost, touch at the base, curve backwards, are 
moderately divergent, and are up to fifteen inches long. No true Goat ever reached 
America ; the so-called Rocky Mountain Goat (Oreamnos) is a Caprine Antelope 
allied to the Chamois (Rupicapra). 

Domesticated goats are believed to have originated in part from the Markhor, 
which interbreeds with the tame goat, and in part from C. aegagra. The latter 
probably interbred with the descendants of the Pleistocene C. prisca. Neither 
Capra siberica , nor the European Ibexes, nor Hemitragus , appears to have any share 
in the production of the modern domesticated goats. 

Literature. 

There was no list of literature accompanying the MS., but very full references 
will be found in Dr. Pilgrim’s monograph, “ The Fossil Bovidae of India ”, Palaeont. 
Indica , Calcutta, N.S., xxvi, Mem. 1, 1939. 

The illustrations are direct copies of the figures in, 

Colbebt, E. C. (1941). Amer. Mus . Novit., No. 1135. 

Pilgrim, G. E. (1934). Amer. Mus. Novit., No. 716. 

Pilgrim, G. E. (1937). Bull. Amer . Mus., lxxii, Art. vii. 

Pilgrim, G. E. (1939). Palaeont. Indica, n.s. xxvi, Mem. 1, 

to which full acknowledgements are made 
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♦ Since this paper was in the printers' hands, I received, through the kindness of Dr. A. V. 
Taning of the Marine Biological Station in Charlottenlund Slot, a number of specimens of 
Eurypharynx for study. Anticipating my account of this study, I want to note here that the 
course of the cephalic nerves and of the branchial arteries shows, that all the six visceral clefts of 
Euryphaiinx are branchial clefts, and that the ventral elements of the hyoid arch are completely 
missing in this fish (see pp. 312, 338 and 339 of this paper). In both these respects Eurypharynx 
is unique among bony fishes. 

A brief account of this work is published in Nature , vol. 158, p. 687, November 9, 1946; 

fun) a fuller account is ready for publication, \ 
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I.—Description of the Specimens of Lyomeri preserved in the 
British Museum 

1. Two Specimens of Saccopharynx. 

Of the known sjjecimens of Saccopharynx only, thirteen have been recorded for 
certain since, 120 years ago, Mitchill (1824) described the first specimens of this 
genus. Mitcbill’s specimen, as well as those described by Harwood (1827) and Girard 
(1895), were not preserved, and among those ten which have probably been preserved, 
at least five are known to be in poor condition.* When Bertin (1932 a, 1934. 1938) 
revised the Lyomeri, be saw five specimens of Saccopharynx, of which one he recog¬ 
nized as belonging to a species previously described, one he described as a new species, 
and three he could not determine at all. Thus the five species of Saccopharynx 
which Bertin describes, are based on the actual study of two specimens only, and his 
three new species are based on the study of* a single specimen ; Bertin’s creation of the 
two other new species is the result of an examination of figures found in earlier papers. 

This shows the scarcity of our knowledge of Saccopharynx, and that every specimen 
of this amazing genus is worth investigating. A list with some particulars of all 
Saccopharynx recorded in the literature is given in the table on pp. 29 >, 291. 

The two specimens of Saccopharynx preserved in the British Museum are of 
special interest as they are the first specimens of Lyomeri preserved ; everyone 
working on this group refers to these specimens, but it seems that nobody knows 
what they really are. 

The history of all specimens of Lyomeri known up to 1884 has been described with 
great precision by Gill and Ryder (1884). This encouraged later writers on Lyomeri 
to give the “ history ” of these fishes by copying Gill and Ryder’s data. Thus, 
mainly those details not mentioned by Gill and Ryder concerning the fate of the two 
specimens of the British Museum are given here. 

Johnson's specimen of Saccopharynx.—There is no original label from the sender. 
Label of the British Museum : Saccopharynx flagellum, Madeira, presented by 
J. Y, Johnson, Esq. 11.6.43. Johnson determined this specimen as Saccopharynx 
ampullaccMs, published its description (Johnson, 1862), and sent the Saccopharynx to 
the British Museum, where the specimen was registered on June 4th, 1861, under 
No. 3. No specific name was given in the Register. At that date Dr. A. Gunther 
was in charge of the fishes in the Museum. His curiosity was more attracted by the 
fish distending the Saccopharynx's stomach than by the Saccopharynx itself. The 
Saccopharynx was dissected and its prey described (Gunther, 1862, p. 342). It 
proved to be a new genus and species (Halargyreus johnsoni Gunther).. The extraction 
of the 9-inches-long, stout Halargyreus (Gunther, 1887, p. 257) from the belly of the 
Saccopharynx, whose whole trunk was only 6 inches long (Gunther, 1870, p. 22), 
could not be done without major injury to the Saccopharynx. After being dissected 
the Saccopharynx was apparently not touched for 26 years. Gunther mentions this 
specimen in bis Catalogue (1870, pp.19, 22, 23), but from his description it is clear that 
he was satisfied with Johnson’s (1862) data, and did not examine the specimen 
himself. The absence of opercular bones and the unique condition of the ventral 
part of the hyoid arch, which were overlooked by Johnson, are not mentioned by 
Gunther ; the filaments of the lateral line, the dorsal filaments on the posterior jiart 
of the tail, and the caudal organ escaped Johnson’s attention and they are also 
missing in Gunther’s description ; on the other hand, Johnson’s erroneous 
descriptions of a toothless palate and of a single nostril on each side are repeated by 
Gunther. The only original thing in Gunther’s description was the mistaken re¬ 
naming of this specimen as S. flagellum . 

* Bertin (1938) determined as larvae of Saccopharynx 123 specimens collected by the * Dana ’ 
Expedition. It seems, however, that this determination may not be exact. See p. 301. 
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However, being later sharply engaged by Gill and Ryder (1883, 1884) in polemics 
concerning Saccopharynx , Gunther (1887) re-named Johnson’s specimen back to 
S. ampullaceus , and found that the condition of the specimen had markedly deterior¬ 
ated. Thus, he remarks (p. 258) that the teeth of the jaws ‘ haVe now almost 
entirely disappeared and from the following text it is clear that no teeth were left 
in the specimen. Gunther further dissects the sj>ecimen. He describes (p. 259) and 
figures (pi. lxvi) two vertebrae of the middle of the trunk, describes the cartilages 
supporting the gill arches, ‘ hidden below the skin and the anterior rays of the 
dorsal fin which ‘ become visible only by dissection \ 

Thus an intensive dissection of Johnson’s specimen started. When such an 
extraordinary and fragile specimen as Sacco pharynx is preserved semi-dissected, its 
condition deteriorates rapidly. Even a careful handling brings further injury to the 
specimen ; and the inquisitive' mind of any one who handles it cannot resist the 
temptation of somewhat enlarging the dissection in order to investigate the puzzling 
structures still hidden under the tissues. This has presumably happened to Johnson’s 
specimen of Saccopharynx. There are indications that Boulenger (19046, p. 603), 
Zugmayer (1911, p. 92), and Regan (1912a, p. 348) have studied it. Boulenger and 
Regan describe' such parts of the fish as could not be seen without dissection (the 
hyomandibular, the quadrate and their junction, the bones composing the lower jaw, 
bones of the roof of the neurocranium). But the state of preservation of the 
specimen suggests that even more scientists have examined it though there are no 
published results of their work. 

Bertin (1934, pp. 45-47) (those this specimen as the type of his new species 
S. johnsoni though he had not seen it. 

It is not unusual that those who study a specimen do not leave any published 
trace of their endeavours, while those who describe and name it have no time or 
opportunity to examine* the specimens they describe. 

During the present examination no new dissection was made, but the handling of 
the fragile fish, when studying it under the microscope, could not be done without 
further injur} to it. 

The, present state of preservation o\ Johnson’s specimen .—The specimen is dissected 
along the right side, so that the whole cavity of the* body is o]x*n. The stomach is 
also dissected. Only a small portion of the intestine is present ; the liver, genitals 
and kidneys are missing. The heart and pericardium are dissected ; the ventral 
aorta, the efferent branchial arteries, and the* large veins entering the sinus venosns 
can still Ik* recognized. The cranium is sepaiated from the trunk, and from the first 
vertebra. Only the roots of the cranial nerves an* present. The shoulder girdle of 
the left side is removed (preserved in a separate tul>e). The integuments and 
muscles are almost entirely removed from the cranium, from the suspensory elements 
and partly from the jaws. The roof of the skull is broken, but no bones are missing. 
The suspensorium is broken in the middle of the bar, so that its lower part has become 
* capable of being swung in all directions ’• which Boulenger thought a natural 
condition of Lyomeri (19046, p. 603). The dorso-lateral muscles are dissected in 
several places so as to make possible a study of the vertebrae. The greater part of 
the fin-rays are missing. The skin and the musc les at the anterior part of the dorsal 
fin are dissected and the fin is damaged ; it is impossible to count the rays in front of 
the vertical line of the vent. It can be seen that the* first ray of the anal fin is about 
8 mm. behind the anus. 140 vertebrae altogether were counted in this specimen but 
there is no urostile, and it is possible that three or four vertebrae an* lost. The 
anterior visceral arch is under the 11th-12th vertebra, the shoulder girdle under the 
15th, the posterior end of the heart under the 17th, the anus under the 34th ; 
106 vertebrae were counted in the tail. The dorsal filaments are situated above the 
89th and 101st vertebrae of the tail. 
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List of specimens of Saccopkarynx 



Date of 
capture. 

Collected by : 

Locality. 

Depth 
or length 
of cable 
in M. 

Total 
length of 
specimens 
in cm. 

Sex. 

First described 
by: 

1 

1824 ? 

Capt. H. Coffin 

52° N., 30° W. 

0 

184 

$ 

Mitchill, 1824 

2 

1826 

Capt. Sawyer 

62° N., 57° W. 

0 

137 

— 


G 

■ 

■ 

— 

off the coast of 
Madeira 

0 

81 

— 

Johnson, 1862 J 

1 


— 

__ 

— 

29 

— 

Gunther, 1870 

5 

18.9.1886 

' Albatross ’ 
st. 2717 


about 

800 

depth 

about * 
120 


not described 

6 

1894 

— 

off the coast of 
Portugal, 9 m. 
from R. Tage 

0 

95 

— 

Girard, ]895 

■ 

16.4.1911 

‘ Princesse Alice' 
st. 3131 

between Madeira 
& Azores 

0-4500 
cable ? 

15 

— 

Roulo & Angell, 

1933 

8 

29.7.1913 

‘ Margrethe ' 
st. 1005 

52° 22' N„ 

24° 56' W. 

2,000-3,000 

cable 

105 

9 

Josperson, 1916 

HI 

9.11.1921 

‘ Dana * 
st. 1165 VIII 

12° IP N., 

35° 49' W. 

3,000 

cable 

23 

— 

Berlin, 1934 

■ 

11.1.1922 

‘ Dana' 
st. 1203 X 

7° 30' N., 

79° 19' W. 

3,500 

cable 

— 

— 

Berlin, 1934 

. 

n 

4.9,1928 

* Dana' 
st, 3549, IV 

7° 16' N., 

79° 30' W. 

4,000 

cable 

90 

— 

Bertin, 1934 

12 

28.1.1929 

‘ Dana ’ 
at. 3655,1 

33° 39' S., 

159° 00' E. 

1,000 

cable 

138 


Bertin, 1934 

13 

11.4.1931 

Bermuda 

Expedition 


about 

500 

depth 

140 


Beebe, 1932 


* Judging from the drawing. 

Beside the 13 specimens listed here two more doubtful specimens of Saccopharynx have been 
mentioned in the literature : 

(1) Co ode & Bean (1882, 1895) refer to a mutilated specimen of S. flagellum secured by the 
* Blake ’ in 35° 44' 40* N., 74° 40' 20* W. at a depth of 898 fathoms. According to Gill & Ryder 
(1884, p. 65) this specimen is an Eurypharynx. 
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recorded in the Literature. 


First figured 
in : 

Preserved in: 
condition. 

First named : 

Probably is: 

— 

Not preserved 

Saccopharynx ( 
Stylophorus) 

S, flagellum 

Harwood, 1827 

Not preserved 

Ophiognathus 

ampullaceus 

S. ampullaceus 

Gunther, 1887 : 
made a figure 

British Museum : 
dissected 

S. cmipullaceus 

S. ampullaceus 

From these two 
specimens 

British Museum : 
poor 

S. flagellum 

S. ampullaceus 

Goode & Bean, 

1896 

U.S.N. Museum : 
not known 

S. flagellum 

S. flagellum * 

Girard, 1895 

Not preserved 

S. ampullaceus 

S. ampullaceus ? 

— 

Monaco ? : 
poor 

S. ampullaceus 

S. ampullaceus ? 

Jesperson, 1916 

Copenhagen : 
satisfactory 

S. ampullaceus 

S. flagellum 

— 

Copenhagen : 
good 

Not determined 

Description 

unsatisfactory 

— 

Copenhagen : 
poor 

Not determined 

Description 

unsatisfactory 

— 

Copenhagen : 
dissected 

Not determined 

Description 

unsatisfactory 

Bert in, 1934 

Copenhagen : 
good 

S. 8chmidti 

S. schmidti ? 

Beebe, 1932 

New York Zool. 

Soc ? * 
good 

S. haxrisoni 

S. harrisoni 


(2) Hjort gives a sketch of a specimen of Lyomeri recalling the Saccopharynx (Murray & 
Hjort, 1912, fig. 83). The specimen was found (Murray & Hjort, 1910) in 34° 59' N., 33° V W. ; 
sounding depth 2615-2805, the ‘Michael Sars ', st. 53, 8.4, 1910, total length of the specimen 
20 cm. Hjort writes that this fish belongs to a new genus , but gives it no name. (For more 
detail of this specimen see p. 298.) 
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An examination of the skin shows that some papillae along the lateral line* are 
still present, and confirms Johnson’s statement that there is no trace of the long 
dorso-lateral filaments along the sides of the dorsal ridge (such as described by 
Mitchill in his 8. flagellum) ; but the basal parts of two dorsal filaments in the posterior 
part of the caudal region are still there. The latter were overlooked by Johnson and 
Gunther. These filaments are indubitably similar to those described and figured by 
Harwood in his 8. ampullaceus, and those described by Bertin, as found exclusively in 
his 8 . schmidti. The tip of the tail is broken off, and thus the caudal organ, described 
in this specimen by Zugmayer (1911, p. 92), is lost. 

Owing to the poor condition of the specimen, only a few measurements could be 
taken. Comparing the measurements with those obtained by Johnson in 1861, one 
has to bear in mind that Lyomeri, preserved in spirit for a long period of time, shrink 
noticeably (Bertin, 1934, p. 35). Johnson gives the following dimensions of his 
specimen :—Total length 32 inches (812 mm.) ; from the tip of the snout to the gill 
opening 3£ inches (79 mm.); predorsal space about inches (108 mm.); the space 
from the tip of the snout to the vent 8J inches (216 mm.) ; length of the jaws 

inches (54 mm.). Gunther, copying Johnson’s figures, gave by mistake the length 
of the jaw 2\ inches. Bertin (1934, Table VII) calculating the proportions of this 
specimen, used not the original and correct figures of Johnson, but the wrong figures 
given by Gunther. The measurements taken now are : Total length 770 mm. (the 
tip of the tail is missing); the length from the tip of the snout to the anus 185 ; the 
length of the lower jaw 55 ; the length of the suspensorium 54 ; the length of the 
cranium 19 (including the ‘ rostrum which is 7 mm. long); the breadth between the 
outer edges of the two sphenotics 12 ; the diameter of the eye-ball 3 mm. 

The fish has died with the anterior part of its dorso-lateral muscles contracted, 
lifting upwards the head and six anterior vertebrae (text-fig. 5). The 6th and 5th 
vertebrae gradually change their horizontal position to a vertical one, and the four 
anterior vertebrae are turned up vertically at a right angle to the posterior part of the 
body. In such a position the suspensorium stands nearly vertically, and the mouth 
and the throat can be widely opened. The fish has apparently died in about the same 
position as Girard (1895) figured his specimen of Saccopharynx. 

Girard’s figure is of interest ; though }x>rhaps not drawn by an expert draughtsman, 
it is made with great care from a fresh specimen, brought alive to the shore, and the 
figure shows what the naturalist really saw. However, this figure is completely 
neglected by later scientists. 

Just the contrary happened to Gunther’s figure (1887, PI. Ixvi) made in 1887 from 
the specimen collected by Johnson in 1861, i.e., twenty-five years after this 
Saccopharynx had been dissected, and its prey (shown in this figure as visible inside 
the Saccopharynx through the thin tissues of its abdomen) had been removed. This 
figure of Gunther’s is reproduced in nearly every scientific and popular work where the 
Lyomeri are mentioned. Nevertheless, this figure is but a restoration, and is exaH 
only so far as Gunther could remember it after a quarter of a century had passed 
since he had dissected it. The teeth are drawn from another specimen (Gunther, 
p. 258); the anterior part of the body is shown much less upturned than it really is. 
The figure agrees better with Gunther’s description of Saccopharynx than with the 
specimen which it represents. Thus, contrary to what is found in the specimen, it 
has no lateral line, no filaments on the dorsal side of the tail, no caudal organ, and the 
free membrane surrounding the gill opening is not shown. 

It is regrettable that Bertin (1934, pp. 45-47) described a new species of 
Saccopharynx from this imperfect drawing without consulting the specimen from which 
it was made. 

Phillips' specimen of Saccopharynx.—Little is known about the origin of the 
second specimen of Saccopharynx preserved in the British Museum. There is no label 
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from the sender. The British Museum label is : ‘ Saccopharynx flagellum, presented 
by Mrs. Phillif>s \ There is no registration number, and no trace of this specimen 
could be found in the Register. The specimen is first mentioned in Gunther’s 
Catalogue (1870, p. 22). In 1887 (p. 257) Gunther writes that the origin of tlis 
specimen is unknown, and that it has much shrivelled ‘ having been preserved for a 
long time Gunther gives its dimensions. Body 3 (76 mm.) and the tail 8^ inches 
(216 mm.) long, length of the jaws 13 \ lines (28 mm.). On p. 258 Gunther describes 
its teeth in some detail. 

This Saccopharynx is in poor condition ; apparently at one period the spirit 
evaporated, for the specimen has dried and shrunk. Its body and tail are twisted ; 
the tail is broken and its tip is missing ; the rostrum is bent down and backwards. 
The jaws and their teeth are in comparatively good state, a few filaments of the lateral 
line can be well seen, and there is still a dorsal filament in the j>osterior j>art of tlx* tail 
similar to these figured by Harwood in his specimen. There is no sign of dorso-lateral 
filaments such as were found in Mitch ill’s Saccopharynx. 

The Systematic Position of the Specimens of Saccopharynx preserved in the. 

British Museum. 

The systematica of Saccopharyngidae art* somewhat confused because the types 
of the first two sjjeeies described (S. flagellum and S. ampullaceus) were not preserved, 
while their descriptions were not precise. Only S. ampullaceus was figured, and its 
figure is rather jjoor. Thus, there is no means of making quite certain what fishes 
Mitchill and Harwood had in hand when they described their species. Cuvier 
(1829, p. 355), Johnson (1862, p. 279), Gill and Ryder (1884, p. 64) and Goode and Bean 
(1895, p. 157) hold that Mitehill’s and Harwood’s sjx'cimcns are different s|x*cies, 
while Gunther (1887, pp. 260, 261) came to an opposite conclusion. Gunther’s 
authoritative opinion was adopted by later writers. 

However, from Mitehill’s and Harwood’s data it seems most probable that they 
described distinct species. Later findings confirm this opinion. 

1. In S. flagellum numerous dorso-lateral filaments are present ; according to 
Mitchill about 50 on each side—* all tlx* wav from the head down to the back of the 
tail ’ (Mitchill, 1824, p. 83). 

In S. ampullaceus no such dorso-lateral filaments are found, but a few minute 
filaments take, their growth from the posterior part of the dorsal fin (Harwood, 1827, p. 55). 
Thin is confirmed in Harwood’s figure, where four such dorsal filaments are shown. 
More recent material shows that s]x*cimens of Saccopharynx with both kinds of 
filaments are found, and that this character is of specific value. 

2. The tail of MitehiU’s sj>ecimen is relatively much longer and the body much 
shorter than in Harwood’s sjiecimen. The length of the body from the tip of the 
snout to the anus is 19 jx*r cent, of the total length in the former specimen, and 
35 per cent, in the latter. This enormous difference in proportions cannot be rejected 
on the ground that Harwood’s drawing may be ‘not exact ’ (Bertin, 1934, p. 32). 
Harwood gave not only a figure, but also a description which agrees with the drawing.* 

The difference in proportions in the two fishes compared cannot, be explained by 
the difference in their size. The smaller Harwood specimen, 56 inches long, has a 
relatively shorter tail than Mitchill’s specimen, 72 inches long. According to Bertin 
(1934, p. 18) With growth the preanal space becomes slightly longer and the tail 
shorter in Lyomeri (Eurypharynx). Such difference in proportions as is found 
between Harwood’s and Mitchill’s specimens is most probably connected with a 
different number of caudal vertebrae. It is well established that the number of 

* Harwood’s data : total length 4 feet 6 inches. The ‘ sac ’ of the body extends in length 
from the extremity of the snout about 20 inches ; ‘ at about one inch below the last point of its 
attaohment with the body, the rectum was observed to perforate the sac Thus, the preanal 
length of the fish is about 19 inches, or just over 35 per cent, of the total length. 


21* 
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vertebrae differs greatly in some Saccopharynx. Bertin (1934, p. 30) completely 
neglects this fact; stating that all Saccopharyngidae have 250 vertebrae, he does not 
even mention that Girard (1895) found 138 vertebrae in his carefully studied specimen 
of 8. ampuUaceus. As already mentioned, in Johnson’s specimen of Saccopharynx 
140 vertebrae were found. 

3. In Mitchill’s specimen the anal fin begins ‘ just behind the vent ’ (Mitchill, p. 84), 
while in Harwood’s Saccopharynx ‘ the anal fin commences at the posterior union of 
the [abdominal] sac with the body which was found at about an inch from the anus 
(Harwood, pp. 54, 55). 

4. The origin of the dorsal fin is closer to the head in MitchilPs specimen than in 
Harwood’s. The predorsal space in the former is 78 per cent, the length of the body 
without the tail, and 95 per cent, in the latter. 

There seems no reason to reject all these characters in the case of Mitchill’s and 
Harwood’s specimens and to consider S. flagellumi as a synonym of S. ampuUaceus , 
while creating new species on the strength of similar distinctions as Bertin did 
(1934, pp. 32, 33). 

Besides the characters mentioned, Bertin (1934, p. 33) proposed some new ones. 
These are :—(1) The presence or absence of an abdominal prominence projecting 
beyond the anus, (2) presence or absence of a luminous caudal organ, (3) the difference 
in the number of dorsal fin rays in front of the vertical line of the vent (the latter 
character is another way of determining the position of origin of the dorsal fin used by 
earlier authors). 

5. The difference in the size of the eye. (This character is used for discriminating 
8. harrisoni only, and is not discussed here.) 

By using these characters Bertin (1934, 1938) has completely (hanged the arrange¬ 
ment of Saccopharyngidae ; obliterated one of the two known species (8. flagellum ); 
and created three new ones (8. johnsoni , 8. schmidti and 8. hjorti). Thus these 
characters are worth considering in some detail. 

(1) The presence or absence of an aMominal prominence and its size and shape 
depend upon the size of the prey swallowed by Saccopharynx , and the time which 
elapsed since it was swallowed, and then digested or rejected through the mouth of 
the aggressor. Such, or even larger, prominences are known in some fishes. When 
a Chiasmodon niger swallows a fish of bigger size than its own, its belly forms a 
monstrous sac, the anus and a large part of the anal fin are displaced, so that the fore 
part of the anal fin becomes turned down and backwards at an acute angle to the rest 
of the fin. When the food is digested the sac disappears gradually, the anus and the 
anal fin recover their original position. A series of Chiasmodon niger in the British 
Museum shows this clearly, and Hjort (Murray and Hjort, 1912, figs. 514-515) gives 
two stages of this process. 

Similar things are known to happen with Saccopharynx. Harwood (1827, p. 53), 
describing the abdominal ‘ sac ’ of his specimen, writes :— c at about one inch below 
the last point of its [of the * sac’s ’] attachment to the body, the rectum was observed 
to perforate the sac ’. Thus, in Saccopharynx (as in Chiasmodon) the anus itself can 
be displaced and found below the junction of the abdominal sac and the body. 

Johnson (1862, p. 277) describes the distention of the stomach of his specimen as 
* unnatural ’ and ‘ painful ’. But even more precise is Gunther’s (1887, p. 257) 
direct observation. Describing Johnson’s specimen (i. e., the same specimen which 
Bertin, 1934, p. 45, characterizes as having 4 abdomen pro6minent et formant une 
saillie'm arrifcre de 1’anus ’), Gunther says that when the large fish swallowed by this 
specimen was extracted, the abdominal integuments of Saccopharynx contracted and the 
bag did not extend beyond the vent. 

Another species which according to Bertin (1934, p. 33) has a constant abdominal 
prominence projecting beyond the anus is S. harrisoni Beebe. Only one specimen of 
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this species is known, and all that is known about it is Beebe's (1932, pp. 63-67, fig. 12) 
description and figure in which no such prominence is described or figured. As 
Bertin has not seen this specimen, his statement appears unfounded. 

Bertin (pp. 36, 48) refers to the fact that he found that Jesperson’s specimen of 
Saccopharynx (8. flagellum) has an extended but ‘ empty ’ belly (filled with air ? or 
water ?). It seems likely that the fish had rejected the contents of its stomach just 
before it was fixed alive in formalin, and that this fixation prevented the tissues of 
the extended belly from retaking their normal proportions. 

Harwood’s idea that the ‘ abdominal sac ’ of the bathypelagie Saccopharynx is 
an * air vessel ’, which is comparable to the air bladder of fishes or to the air sacs of 
birds, can hardly be maintained, though Bertin (1934, p. 36) sterns to follow it. 

By using Bertin’s character of an abdominal sac projecting or not projecting 
beyond the anus, one risks describing as different spcies the same sj>ecimen before 
and after taking food. 

(2) The presence or absence of a caudal organ — The small organ found on the tip 
of the tail of Lyomeri is considered by some writers as a light organ, but others deny 
its photogenic properties. Brauer (1906, p. 135) writes cautiously that from its 
external view it seems possible that the organ may be a luminous one. Hjort 
(Murray, and Hurt, 1919, p. 667), A\ho observed a number of live Lyomari (mostly 
Eurypharynx pelicanoides ), holds as quite certain that the caudal organ is not 
photogenic ; Zugmaycr (1911, p. 92) thus summarizes his histological study of this 
organ in Eurypharynx : ‘ rien ne pumet d’admettre qu’il s’agisse la d’un organ 
photodique ’ ; Nussbaum-Hi 1 arowicz (1923, p. 60, pi. viii, figs. 12, 13) found no 
luminous tissue in tliis organ (in Eurypharynx) and quotes Zugmayer’s conclusion. 
However, Beebe (1932, pp. 63-66) found that the caudal organ of Saccopharynx 
harrisoni was luminous when he observed t he fish at the moment of its death in a dark 
room. The latter species has also larger and apparently better develop'd eyes than 
any other Lyomeri. 

Whatever the ftuiction of the caudal organ may be, the peculiarities of its 
structure, or its presence or absence can lx* used for the purpose of systematic^, 
Bertin recognizes seven sp'eies of Lyomeri (two Eurypharynx and five Saccopharynx) 
and only two of’ them (8. ampnlhiceus and S, johnsoni ), according to Bertin, are 
deprived of the caudal organ. Bertin (1934, pp. 33, 35) had in hand a single' specimen 
of * S. arnpullaceus 7 (this specimen is considered here as a S. flagellum) ; he examined 
this specimen twenty years after its capture, and found no caudal organ ; but 
Jesprson (1916, p. 147), who saw the same specimen alive, is much less definite on 
tliis subject and suggests that its caudal organ had possibly been lost. 

Bertin has seen no speimens of his new speies S. johnsoni (not recognized in this 
papr), which he cliaracterizes by the absence of the caudal organ. However, 
Zugmayer (1911, p. 92) examined the specimen which Bertin holds as the type of 
his S. johnsoni , and described its caudal organ. It appears therefore probable that 
the caudal organ is found in all Lyomeri. 

(3) From Bertin’s key and description (p. 33 and following), S. ampuUaceus, 
S. johnsoni and S. harrisoni have from 10 to 20 rays m front of the vertical line of the 
anus, while in his S. schmidti the anal orifice is under the 36th dorsal ra\. This 
statement disagrees with the figures illustrating Bertin’s own papr. The fish which 
Bertin calls S. ampullaceus (fig. 27) has the anal orifice under the 34th ray. According 
to Bertin, this figure is made after Jesprson’s 4 excellent figure ’. However, in 
Jesprson’s original figure of the same speimen (1916, pl.ii) the anal orifice is under 
the 45th dorsal ray. Bertin gives two figures of S. schmidti (pis. i and ii) ; one made 
by P. H. Winter from the fresh speimen, under the suprvision of A. F. Bruun and 
P. Jesprson ; and the other, made from the same speimen twenty years later by 
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F. Angel, * qui joint 4 une grande adresse manuelle un talent d’observation de tout 
premier ordre On the first figure the anal orifice is under the 42nd dorsal ray, and 
on the second under about the 31st or 32nd. 

Thus, in the figures illustrating Bert in’s pa]ier there is no such difference in the 
number of dorsal rays in front of the anus as he describes, and uses in his keys. Very 
curious in this respect is also Bertin’s figure 41 of his new speoies ‘ 8. johnsoni \ 
This figure is described as made after Gunther’s figure (1887, pi. lxvi) of 8. ampullaceus . 
However, according to Gunther’s figure the first visible dorsal ray is about an inch 
behind the anal orifice and at the vertical line of the first anal ray ; from Gunther’s 
description (pp. 259, 260) the dorsal fin ‘ commences in front of the vent, but its 
anterior rays become visible only by dissection and with the aid of a magnifying 
glass \ Gunther does not mention where the anal fin begins. Copying Gunther’s 
figure, Bertin added 13 dorsal rays in front of the anal orifice , and showed the first anal 
ray just behind the anus. Bot h characters are not found in the ‘ type ’ of his species. 

This brief revision show's how few characters can be used for discriminating the 
species of 8accopharynx in the present poor state of knowledge of this group. 


2. The Species of the Genus Sacco]>harynx. 

The material studied (two specimens only) is inadequate for a pro]KT aiTaiigemenl 
of tills group, and the arrangement proposed here must be considered as a preliminary 
one. 


Saccopharynx ampullackus Harwood. 

Ophiognathu8 ampullaceus Harwood, 1827. 

Saccopha/rynx ampullaceus Cuvier, 1829 ; Johnson, 1862 ; Gill and Ryder, 1884 ; Gunther 
1887 (part) ; Good© and Bean, 1896 ; Girard, 1896 (part) ; Jordan and Evermann, 1896 
(part); Regan, 1912a (part); Jesperson, 1916 (part); Bertin, 1934, 1938 (part); 
Nobre, 1936. 

Saccopharynx flagellum Gunther, 1870 (part). 

Saccopharynx johnsoni Bertin, 1934, 1938. 

Brief characteristics of the species .—A few dorsal filaments (apparently no more 
than four) in the posterior part of the tail present ; no dorso-latoral filaments along 
the sides of the dorsal ridge. A small caudal organ, flatter than that of Eurypharynx 
(Zugmayer, 1911, p. 92), present. The length of the body (from the tip of the snout 
to the vent) 27-36 per cent, of the total length ; less than 150 vertebrae. 

Type. —Harwood’s specimen (No. 2)* was the first specimen of this species 
described and figured, but has not been preserved ; Johnson’s specimen (No. 3), 
preserved in the British Museum, which Johnson determined as 8. ampullaceus and 
emphasized as identical with Harwood’s specimen, could perhaps be considered as 
the neotype of this species (Schenk and McMasters, 1936, p. 8), but the state of 
preservation of tills specimen is poor. However, some of the characters described 
and figured by Harwood can be recognized in it. 

Type locality. —Both specimens were found in the North Atlantic and both 
floating on the surface (though they are bathypelagic fishes); Harwood’s specimen 
was found 62° N., 57° W. ; Johnson’s about 33° N., 17° W. 

Other specimens of this species are (No. 4), preserved in the British Museum, 
and possibly (No. 6) described by Girard, and not preserved. Girard does not mention 
or figure the dorsal posterior filaments and the caudal organ. As the specimen is 
lost, it is impossible to make sure whether these characters were overlooked by 
Girard or absent in his specimen. 

* The numbers following the specimen refer to the table on pp. 290,291, where more particulars 
of the specimens of Saccopharynx are given. 
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Johnson’s specimen (No. 3), considered here as S. ampullaceus, was chosen by 
Bertin (1934) 0 s the tyj>e of his new speei(*s S. johnsoni (not recognized here). 
Describing his 8. johnsoni, Berlin attributed to it characters not found in the specimen: 
the absence of dorsal posterior filaments (present in the specimen); the absence of a 
caudal organ (described in this specimen by Zugmayer, 1911, p. 92) ; an anal fin 
beginning immediately behind the anus (in the specimen it begins at a distance* of 
8 mm. from the anus) ; ten (key, p. 33), or thirteen (fig. 41) visible rays in front of 
the vertical of t he anus (no such rays could be found in the specimen, and according to 
Gunther, no dorsal rays in front of the vertical line of the vent were visible without 
dissection when he examined this specimen undamaged). Finally, Bertin gives the 
relative length of the* lower jaw of this specimen as 29*4 per cent. (p. 34) and 29 per cent, 
(p. 46) of the preanal length. Both figures are incorrect ; they disagree with 
Johnson’s measurements and with the dimensions of the specimen. The length of 
the jaw is 55 mm. (2$ inches) or 25 per cent , of the preanal length (from the tip of 
the snout to the amts). 


Saccopharynx flagellum Ouvier 

Saccopharynx ( Stylophoruv), no specific name, Mitchill, 1824. 

Saccopharynx flagellum Cuvier, 1829; Johnson, 1862; Gunther, 1870 (part) ; Gill, 1872; 
Gill and Ryder, 1884 ; Goode and Bean, 1896. 

Saccopharynx ampullaceus Gunther, 1887 (part) ; Girard, 1895 (part); Jordan and Evermann, 
1896 (part) ; Regan, 1912 a (part) ; Jesperson, 1916 (part) ; Bertin, 1934, 1938 (part). 

Brief characteristics of the species .—No dorsal filaments in the posterior part of the 
tail ; numerous (30-50 on each side) dorso-Intend filaments along the sides of the 
dorsal riuge, from the head to the hind part of ti e tail, present ; length of the body 
(from tb j tip of the snout to the anus) 19-22 ]>er cent, of the total length. It seems 
probable that Benin’s (1934, p. 30: 1938, p. 14) statements on the number of 
vertebrae (about 250) found in 8. ampullaceus must be referred to S. flagellum. 

The caudal organ has not been described in this sj>eoies, but according to 
Jesperson (1916) the specimen which he examined immediately after its capture had 
|K>ssibly ]X)ssessed oik*. 

Type .—Mitchiirs sjwcimen (No. 1), which Cuvier named S. flagellum , was not 
preserved. 

The best known specimen of this s]>eeies is that described by Jesperson (1916) 
as 8. ampullaceus (No. 8). 

Type locality. - North At lantic. MitehilPs sjiecimen was found floating off the 
surface at 52° N., 30° W. Jesperson’s s]x*cimen was caught at 52° 22' N., 24° 56' W., 
at a depth between 2-3,000 metres. 

Specimens .—Beside the two specimens mentioned, the specimen collected by 
the 4 Albatross ’ (No. 5) belongs apparently to this species ; it has not been described, 
but Goode and Bean (1895) figured it. Possibly, some of the ‘ incertae sedes ’ of 
Bertin (1934, p 51) collected by the 'Dana ’ (Nos 9, 10, 11), and the undescribed 
specimen of Saccopharynx which Bertin (1938, p. 14) mentions in his later account 
belong also to this species. 

Saccopharynx harrisoni Beebe. 

Saccopharynx harrisoni Beebe, 1932 ; Bertin, 1934 ; 1938. 

Brief characteristics .—No dorsal filaments in the ]x>sterior part of the tail ; no 
numerous dorso-lateral filaments along the dors? 1 ridge ; a complicated large caudal 
organ present, which is apparently essentially different from that found in other 
species of Saccopharynx. The eye is also apparently larger than in other species of 
this genus. 

Type locality .—North Atlantic near the Bermuda Islands, at about 32° N., 64° W. 

. A single specimen is known (No. 13). 
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Sacoopharynx schmidti Bertin. 

Sacoopharynx schmidti Bert in, 1934, 1938. 

A doubtful species having a few dorsal filaments in the }>osterior part of the tail, 
no dorso-lateral filaments, a small caudal organ (all charecters found in 8. ampullaceus ), 
but having a relatively longer tail and shorter body (22 per cent, in total length, as 
in 8. flagellum). The number of vertebrae is unknown. 

A single specimen (No. 12) collected in the South Pacific at 33° 39' S., 159° 00' E. 

No judgement can be given here about the fish which Bertin (1938, p. 13) calls 
Saccopharynx hjorti. Bertin had not seen this fish, and all that is known about it 
is the little sketch published in the general description of the voyage of the ‘ Michael 
8a rs ’ (Murray and Hjort, 1912). Hjort mentions that the figure represents a new 
genus of Gastrostomidae. He obviously intended to give the description, and to 
name his fish when the general account on fishes collected by the ‘ Michael Sars * is 
published. Lea (1914, p. 43), describing the larvae collected by the ‘ Michael Sars \ 
tactfully refers to this fish as an * undescribed form which for convenience we may call 
species A \ He mentions that the fish has an organ attached to the tip of its tail 
‘ but totally different in structure * from that of Gastrostomus (— Eurypharynx ), 
and that its foremost dorsal ray is situated much farther back than the foremost 
anal ray. Describing this fish as his new species from the characters given by Lea, 
Bertin gives no type locality, no depth at which the fish has been taken and no size 
of the specimen he describes. However, all these data are given by Murray and 
Hjort (1910, 1912). (See the table on pp. 290, 291, of this paper.) 

It would seem premature to discuss the systematic position of fish which has 
not yet been described, and one may hope that Prof. J. Hjort will give a description 
of his interesting specimen now that difficult times seem to be over. 


3. The Four Specimens of Eurypharynx. 

Determination of Eurypharynx pelicanoides Vaillant The Eurypharynx are much 
more common than the Saccopharynx. Bertin (1934, p. 25) lists 125 known specimens 
of Eurypharynx. This list does not include eighteen specimens (one young) collected 
by ‘ Michael Sars ' in 1910 (Murray and Hjort, 1912), and the two specimens taken 
by the ‘ Discovery ’, described by Norman (1930, p. 337). Thus, no fewer than 142 
sj)ecimens of Eurypharynx have been examined by scientists, and this has helped io 
clarify the confusion brought into the systematics of this group by Vaillant’s (1882) 
careless, inaccurate, and misleading descriptions and figures (Bertin, 1934, p. 9). It 
is now certain that a single genus of Eurypharyngidae is known so far, with apparently 
a single species —Eurypharynx pelicanoides Vaillant. 

This secies can be thus characterized : Body (from the tip of the snout to the 
anus) three times, or slightly less, in total length (length of body against total length 
28-33 per cent.) ; the body relatively longer in larger specimens. Length of the 
lower jaw about two-thirds, or slightly more, of the length of the body (three specimens 
only measured). First dorsal ray in front of the branchial orifice ; first anal ray 
close to, but not immediately behind, the anus. The caudal organ is small and consists 
ot two black oblong folds crowned on each side by 6-11 small rounded ‘ papillae \ 
It is situated on the dorsal side of the posterior part of the tail and roofs the space 
from the tip of the tail covering the urostile and about 6 posterior vertebrae 
(fide Bertin, 1934, fig. 7). 

According to Bertin (1934, p. 9) t he Gastrostomus pacificus described by Bean (1904) 
does not differ from Eurypharynx pelicanoides, and the Macropharynx fongiamdatus 
of Brauer (1902) is also an E. pelicanoides. 
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It would be difficult to maintain the validity of the E. richardi described from a 
single specimen by Roule (1914). This s])ecimen had the lateral line under-developed 
on one side of the body, and Roule not without well-justified hesitation, considered 
this feature as of taxonomic importance (for details see Berlin, 1934, p. 24). Fowler 
(1925a, p. 2 ; 1925 6, p. 75) considers E. richardi as the type of a new subgenus. 

The Three Adult Specimens of Eurypliarynx pelieanoides. 

Specimen No. 1930.1.12.887 'Discovery’ Expedition, 12. viii. 27 ; Station 281 ; 
00° 46' 00" S., 5° 49' 15" E. ; depth of the net 850-950 (—0) m. Total length 295, 
length of the body 80, length of the lower jaw 58 nun. In good condition except for 
th» skin being broken in several places. 

Specimen (not registered).-- k Discovery ’ Expedition. 19. vii. 1927 ; Station 287 ; 
2° 49' 30" S.. 9° 25' 30" W ; depth of the net 800-1,000 (—0) m. Total length 170, 
length of the lower jaw 30 nun. The specimen was found in pool* condition. It was 
then clarified and stained with alizarin. The description of the skeleton of 
Eurypharynx given below is made 1'roin this sjiecimen. 



Text-fju. I.—Anterior part of the body of a larva of Eurypharynx (V). 

Bight side, x 10. Diagrammatic. 

(L, dorsal fold ; g. y gill aperture ; h., heart, seen through the transparent tissues ; n. t nostril ; 
p. y pectoral fin. The series of the lateral line system shown by dotted lines. 

Specimen No. 1934.12.19.14. ‘ Prineesse Alice’, 29. vii. 1914 ; Station 3008; 

30° 35' N., 22° 57' 30" W. ; depth of the net 0-2.000 m. Total length 272, length 
of the body 77, length of the lower jaw 54 mm. The condition of the specimen is 
satisfactory, though the skin is broken in several places. 

Larva of Eurypharynx sp. (text-fig. 1). 

Specimen (not registered).— ‘ Discovery ’ Investigation Station 28J, 00° 40' 00" S. s 
5° 40' 15" E., 12. viii. 27, depth of the net 850-950 (-0) m. This specimen is in the 
so-called ‘ semilarval ’ stage. 

The tip of the tail is missing, which makes t he measurement of the total length 
uncertain. Otherwise the specimen is in good condition. 

Dimensions. —Length 29 mm. Compared with figures of the only semilarva of 
Lyomeri ever described and figured (Murray and Hjort, 1912, fig. 5456 ; Lea, 1914, 
pi. vi, fig. 5) the missing part of the tail seems about 4 mm. long. Thus the total 
length of the specimen is about 33 mm. 
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The fish is compressed from side to side, and deep ; the breadth of its body 
lx*hind the pectorals is less than one mm. while its greatest depth, in front of the vent, 
is 7*5 mm. The body narrows posteriorly, and at the place where the tail is broken 
off it is about half a mm. deep. The axis of the cranium is inclined anteriorly 
downwards at about 45° to the main axis of the body. The suspensorium is long, 
its distal end being directed down and backwards. The gape of the mouth is large, 
its upper edge is cutaneous, extending from the rostrum to the posterior quarter of 
the susjxmsorium, where the latter forms the posterior part of the edge of the mouth 
gajK\ No other skeletal elements along the upper edge of the mouth gape could be 
detected (the specimen was not dissected and not clarified). The eye is about as 
large as the snout, it projects late]‘ally beyond the orbit and is covered with 
transparent skin. The posterior (dorsal) edge of the suspensorium is intimately 
united by integuments with the body, the external branchial aperture is small, about 
half the diameter of the eye ; it is situated at a short distance behind the distal part 
of the suspensorium, and in front of the pectoral fin. The space between the base of 
the ]>ectoral and the hind edge of the branchial aperture is slightly more than the 
diameter of the eye. The cutaneous membrane above the gill opening is not supported 
by bones and short ; it does not cover the gills. Four gills are visible through the 
opening. The posterior part of the cranium is covered by strong muscles, and it is 
not possible to estimate the length of the cranium without removing these muscles. 
The ethmoido-rostral part is strongly curved downwards at about the level of the 
nostril (n) ; the latter (one only visible on each side) is in front of the eye. The 
cranium is compressed from side to side, its greatest breadth behind the eyes is about 
2 mm. ; the breadth of the inter-orbital space about half the diameter of the eye. 
The mandible is 5 mm. long, its rami are slender, their tips upturned and reaching 
the rostrum from below. The posterior ends of the mandible are covered by a fold 
of skin extending downward from the suspensorium. Nussbaum-Hilarowicz (1923, 
p. 57) described a similar fold in the adult Eurypharynx. The tips of the rami of the 
mandible articulate with each other movably, but not loosely. There are no teeth. 
There is no ‘ tongue \ i. e., no hyoid bars, basi-hyals, or branchial elements extend 
into the oral cavity. 

Fins .—The pectoral fins are lobate, their lobes are flat, rounded discs slightly 
smaller than the diameter of the eye, they unite with the body at its 7th segment, 
two segments behind the branchial orifice. The fin rays are transparent and broad, 
of uniform structure ; five in number. 

A thick semi-transparent dorsal Fold (d) extends along the head and along the 
body from the eye to the posterior end of the body. This fold is the deepest at 
some distance behind the vertical line of the vent. From the 20th segment backwards, 
small rays of the dorsal fin crown this fold. I counted 168 dorsal rays, but owing to 
the small size of the rays, counts are difficult and may not be exact. The rays corre¬ 
spond to about 72 segments of the body, two or three rays corresponding to one 
segment. A similar fold extends along the ventral side from the posterior end to the 
vent; all along its lower edge rays, similar to those of the dorsal fin, are found ; the 
first ray being under the 34th segment (one segment behind the anus). The number 
of the anal rays is 135, corresponding to about 60 segments. 

Number of Segments .—The first one or two segments and a few last ones are 
indistinct; the tip of tail with about six or eight segments is missing. Thus no exact 
number of segments can be given. I counted 32 (possibly there are 33) segments in 
front of the vent and 60 behind the vent, 92 or 93 altogether. Thus the total number 
of segments including those of the lost part of the tail is probably about 100, possibly 
slightly more, but certainly not 140. 

The lateral line system appears as whitish (unpigmented) oblong spots arranged 
in series or lines (on fig. 1 it is shown b} r dotted black lines). There are no papillae 
projecting from the skin. The series of tliis system are :—(1) The supraorbital 
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scries, from above the nostril, along the head above the orbit ; it becomes indistinct 
in the region of the orbit, and could not be followed further. (2) The infraorbital 
series originates from under the nostril and extends along the upper edge of the gape 
of the mouth to about three-quarters the length of this gape. (3) A series along the 
suspensorium of which the significance is not clear (see p. 323,‘ Quadrato-jugal 
series ? ’). It originates near the* hind edge of the orbit (its anterior part is 
indistinct) and extends along the suspensorium to the mandibulo-quadrate 
articulation. No sign of lateral line was found on the mandible. (4) Another series, 
of which the significance is also uncertain, originates behind the eye, extends backwards 
and downwards along the side of the body to the branchial aperture, and proceeds 
backwards along the branchial fold to the pectoral fin ; the main course of this series 
is parallel to the suspensorium, and it runs just behind and dor sally to the suspen- 
sorium. (5) The main lateral line of the body is distinguishable only from the 
bth or 7th segment, it extends backwards nearly stiaight along the midline of the 
side of the body. I could find no curve of the lateral line described and figured by 
Lea (1914, p. 44, pi. vi, fig. 5). 

The* structure of the lateral line system in adult Lyomeri is described on p. 321. 

The heart (h) is visible through the transparent tissues ; it lies between the bases 
of the ]K*ctoral fins and the branchial apertures. The aorta branehialis follows its 
normal course from the heart towards the gills (not towards the anus and away from 
the gills ; compare Bert in, 1938, fig. 14.) 

Pigmentation* —All the body and the head an* covered with small dots of dark 
pigment. The pigmentation is much thicker along the upper edges of the gape of 
the mouth, behind the* suajiensorium, and at the bases of the dorsal and anal fin rays. 
A dark, heavily pigmented, spot is found e>n the ventral surface in front of the* vent. 

Proportion*. - (First (Column shows the number of times contained in the total 


length : Second Column, in pem»ntages e>f the total length). 

The git atest depth of the body . . . . . . . . 4*4 23 

The greatest breadth of the head (behind the orbits) .. Hi-fi fi 
The* length from the* tip of the snout to the gill owning . . 7-3 13 

The length from the tip of the snout to the vent . . . . 2-2 4fi 

The length from the tip of the snout to the first dorsal ray 3-0 33 

The lengt h of the lower jaw .. .. .. .. .. fi*7 lfi 


Hjort (Murray and Hjort, 1912. p. 749, fig. 545) discovered that the Lyomeri 
pass in their development through a leptoeephalus stage. Lea (1914, pp. 43-40 
pi. vi, fig. 5) described the semi larva found by Hjort under the name of Leptocephalv * 
GaxirosUmri Buirdi (Qastrostomus bairdi = Eurypharynx pelicanoides ), and suggested 
that the Leptocephalv* latissimus described by Schmidt (1909, p. 4 ; 1912, footnote on 
]). 45) is a larva of another form of Lyomeri. 

Route (1934, pp. 142, 143) described and figured a fish-like animal collected by 
the ‘ Dana * Expedition, which he calls a ‘ Semilane en metamorphose dun Apode 
Lyomere \ Roule has apparently not seen the descriptions of Hjort (Murray and 
Hjort, 1912) and Lea (1914) of semi larvae of Lyomeri (see below, p.339, ‘ Monogna- 
tbidae ’). 

Bcrtin (1938) had in hand the unique series of larvae* of Lyomeri collected by the 
‘ Dana ’ Expedition, consisting of 123 specimens. According to Bert in, all these* 
larvae be*long to speck's of the rare Saceopharynx and none* to the much more common 
Eurypharynx. Thus from Bert in’s determination the ‘ Dana ’ collection contains 
59 specimens of Eurypharynx in post-larval stage, but contains not a single larva of 
this genus ; while the genus Saecopharynx is represented in the same collection by 
123 larvae, and by only five specimens in the post-larval stage. 

Bertin calls all these 123 larvae Leptoeephalus peendolatissimus. He does not 
compare his L. pseudolatissimus with the larva of Eurypharynx (L. Qastrostomi bairdi) 
described by Hjort and by Lea. 
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Bertin’s attribution of all the larvae collected by the * Dana * to Saccopharynx 
does not seem convincing. From his description, the ‘ L. pseudolatissimus ’ has from 
115 to 124 segments, but from his very clear figure 3 (pi. ii) the 18 mm. long specimen 
(st. 1322.ii) has only 100 segments. The smallest number of vertebrae found in 
Saccopharynx is 138 not including some indistinct vertebrae at the posterior end of 
the tail. The number of vertebrae in Eurypharynx is much smaller (106-110). Thus 
by its main feature (the number of segments in the larva compared with the number 
of vertebrae in adult sjjecimens, Schmidt, 1912, p. 40) the L. pseudolatissimus is 
more likely to represent the larva of Eurypharynx than of Saccopharynx ; or possibly 
these 123 larvae contain specimens belonging to both these genera, on the larvae of 
some other fishes also. 

Tt is not certain to which genus the larva of the 4 Discovery ’ collection belongs. 
From the small number of segments, and from the number of rays in the unpaired 
fins, it is likely to be the L. gastrostomi hairdi Lea, i. e., the larva of Eurypharynx , 
but it differs from the latter by the absence of the anterior curvation of the lateral 
line, by the strongly bent ethmoid part of the head, by the different position of the 
branchial aperture in relation to the base of the pectoral fin, and by the number of 
pectoral rays. It is difficult to judge how real these distinctions are without an 
immediate comparison of the specimens. As the course of development of Lyoineri 
is not known, the taxonomic value of these characters is not clear. Therefore the 
specimen of the 4 Discovery ’ is described here as a young Eurypharynx with a query. 


11. —Notes on the Skeleton of Lyomeri. 


1. On the General Structure of Lyomeri (with a description of the 
gill apparatus of Eurypharynx). 

The material in hand for the present study is inadequate. It consists of one 
badly damaged and dissected specimen of Sdccopharynx ampullaceus (Johnson’s 
specimen, described in this paper, p. 288) and one small defective specimen of 
Eurypharynx pelicanoides (‘ Discovery ’ 1927, station 287, see p. 299), which earlier 
had been clarified and stained with alizarin. However, as little is known about the 
osteology of Lyomeri, even this poor material is worth describing. 

The structure of Lyomeri is mainly known from the study of Eurypharynx by 
Gill and Ryder (1883), Zugmayer (1911, 1913) and especially Nussbaum-Hilarowicz 
(1923) ; but very little indeed is known about the anatomy of Saccopharynx. The 
lack of knowledge on the structure of these fishes is well illustrated by Bertin’s (1934) 
monograph on Lyomeri. Even the skeleton, which usually attracts the attention of 
ichthyologists, is hardly known at all. For instance, it is not known whether there 
is an ossified lower jaw or not. Regan (1912 a, p. 348) characte rizes Lyomeri as having 
three bones in the lower jaw (dentary, articular and angular), while Bertin 
(19326, p. 147 ; 1934, p. 4) holds the complete absence of all bones of the lower jaw 
as one of the main features of this order. Tt is not known whether the Lyomeri 
have a supraoccipital or not (compare Zugmayer, 1911, 1913 ; Regan, 1912 a ; and 
Nussbaum-Hilarowicz, 1923, p. 55). The same uncertainty exists about the vomer 
and parasphenoid (compare Gill and Ryder, 1883, pp. 266 ; Nussbaum-Hilarowicz, 
1923, p. 58). All that is known about the skeleton of the pectoral fins and girdle 
of Lyomeri, is Bertin’s (1934, p. 20) statement, according to which the shoulder 
girdle is ‘ reduite k quelques pieces cartilagineuses,’ a statement which is neither 
precise nor correct. The most remarkable and unique feature of Eurypharynx, 
the presence of six well-developed and functional visceral clefts, has not attracted 
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much attention from ichthyologists ; and the hyoid and branchial elements of its 
skeleton have nol been investigated carefully. These 1 are only a few examples. No 
wonder there is no unanimity among ichthyologists about the relations and origin 
of these fishes ! 

The names of skeletal elements used by some writers on Lyomeri are unusual and 
it is not always clear what elements they describe. It requires more time and effort 
to disentangle the puzzle of wrong nomenclature than the actual study of the fish 
Zugmayer (1913, fig. on p. 5) terms the anterior part of the basioccipital k sphenoide,’ 
which, according to his explanation (p. 1), is equrvalent to the parasphenoid. 
Nussbaum-Hilarowicz (1923, pi. viii, fig. 1) calls the pterotic 4 prootic a name never 
used before for this bone. Berlin (1934, fig. 11, pp. 19, 39) rej)eats both these mistakes. 
Zugmayer and Nussbaum-Hilarowicz refer to the rostral end of the ethmoid 
cartilage as ‘nasale ’, a name not used for this cartilage ; Bertin (1934, pp. 18, 30, 39) 
refers to the same element as 4 nasal ’ and 4 l’os nasal \ the latter being incorrect and 
misleading. The same writer (1934, p. 4) considers the absence of opisthotics and of 
the basisphenoids as the most important characteristics of all Lyomeri, but on p. 18 
he describes both these bones in Eurypharynx and shows them on figs. 10 and 11 ; 
on p. 39 be describes the opisthotics in Saccopharynx , and shows them in fig. 34. 
These are a few instances to show how far the practice of inaccurate use of the skeletal 
nomenclature has gone, and how the wrongly used names make it impossible even 
for the writer himself to understand what he means. 

The study of the skeleton of Lyomeri is also made more difficult by the 
regrettable practice of some ichthyologists of describing not the elements which they 
really find in an unusual fish, but the (dements which, according to their preconceived 
idea, must be found there. Thus, nearly all skeletal elements absent in Lyomeri 
have been described as present. Such, for instance, are:—the supraoooipital, the 
radii branchiostegi, the premaxillary, the orbital series, and several others. 
Describing the* (dements which the writer has not found, he usually qualifies them as 
‘ rudimentary \ 4 vestigial 4 very small \ remarks that they are 4 tout a fait 
rudimentaires et il n‘est pas jiossible de les (listinguer avee certitude ’ but still 
describes them as present and even shows them in figuns. This makes the matter 
more obscure for future investigators. 

The homology of skeletal elements of fishes is not an easy problem. In Lyomeri, 
whose development has not been studied, and whose skelolon (in adult state) is only 
superficially known, it is even more difficult. Thus, to avoid misunderstanding the 
skeleton of the Lyomeri is described here in some detail, and the supposed homology 
of its parts discussed. The names used by other writers for the same elements are 
also referred to. 

I would like, however, to stress that the present study is but a preliminary one, 
that the homologies of elements proposed here are in many instances only guesses, 
and that the osteology of this group needs a complete revision, based on good and 
plentiful material. 

The structure of Lyomeri differs substantially from other fishes, and it seems 
necessary to outline first some general peculiarities of this group (text-figs. 2-5). 

1. The head of Lyomeri consists of two widely separated parts : (a) the neuro- 
cranium with the suspensorium and the jaws joined to it, and (b) the branchial 
apparatus set at a considerable distance behind the cranium, and not connected 
with the latter, nor with the jaws, by bones, differentiated muscles or ligaments. 

2. The shoulder girdle is situated under the 15th (Saccopharynx) or 19th 
(Eurypharynx) vertebra; the branchial apparatus under the 12th-14th vertebrae 
in Saccopharynx and 16th to 18th in Eurypharynx. The heart lies far behind the 
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cranial part of the head, under the 15th to 17th vertebrae in Saccopharynx, and 
under the 17th to 18th vertebrae in Eurypharynx. 

Thus 14-18 vertebrae situated between the neurocranium and the hind part of the 
branchial apparatus form a part of the head as much as of the body. 



3. The elements suspending the lower jaw to the cranium are long and slanting 
down and backwards at an acute angle to the main axis of the body so that they are 
lying closely and almost parallel to the anterior vertebrae. There are no opercles 
or opercular folds connected with the suspensorium, and the latter is not separated 
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from the rest of the body by a slit leading into 1 he branchial cavity. Thus the 
suspensorium is intimately united bv integuments with the anterior vertebrae and 
the movements of both structures are co-ordinated. 

When the distal end of the suspensorium moves forward and its })osition becomes 
at about a right angle to the main axis of t he body, the four or five anterior vertebrae 



rise upwards and stand up also at a right angle to the main axis of the body. This 
is the position when the mouth and the throat of the fish can be wide open (text- 
figs. 2-5). 


4. The complicated apparatus on the ventral side of the head found in most of the 
teleostomes, and consisting of the muscular ‘ isthmus hyoid bars, basal elements 
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of the branchial and hyoid arches (‘ copula ’ and ‘ tongue ’), the branchiostegal rays, 
and all the muscles, ligaments and membranes connected with the elements, are either 
entirely missing or set far back, so that the ‘ floor of the mouth ’ is formed by a single 
uninterrupted membrane of three layers : the outer skin, the epithelium of the inner 
surface of the mouth, and between them a third layer consisting of connective tissue, 
with separate muscular and elastic fibres disposed in different directions (Nussbaum- 
Hilarowiez, 1923, p. 25). Therefore the lower jaw is depressed in a way different 
from that usually found in fishes. In Lyomeri it is depressed by a special muscle 
(extensor rmindibuhie, Gill and Ryder, 1883) which originates at the edge of the hinder 
part of the pteroticum and is inserted into the posterior end of the lower jaw, behind 
the articulation of the latter with the quadrate. 

The shoulder girdle, the heart, the ventral aorta and the ventral parts of the 
branchial arches do not move anterio - posteriorly (as they do usually in fishes) 
when the mouth opens or shuts again. 

5. The branchial apparatus is somewhat different in Eurypharynx and Sacco- 
pharynx and the description given here is made from Eurypharynx (text-figs. 6, 7, 
PI. 2, fig. 1). As Agassiz (1888, p. 36) remarks, 1 the respiratory apparatus [of Eury¬ 
pharynx] is unique among bony fishes \ Six visceral clefts pierce the wall of 
the body into the gut. The first cleft is elongated more or less horizontally, its 
external aperture is compressed dorso-vent rally, while the five next are compressed 
from side to side and have a more or less vertical extension. The five integumentary 
spaces or partitions between the clefts are broad and fleshy, thus the clefts are 
tubular. The arches, i. e., the skeletal elements supporting the septa between the 
clefts, have never been studied precisely. Nussbaum-Hilarowiez (1923, p. 66) 
describes the skeleton of an arch as consisting on each side of ‘ 3-4 small, elongated 
irregular cartilages embedded in the fibrous connective tissue \ These cartilages 
are not distinguishable without preparing sections and 1 had no material in hand for 
such a study. There are no gill-rakers. Nussbaum-Hilarowiez says that there are 
only four branchial arches in Eurypharynx , but Bertin (1934, p. 23), who had mag¬ 
nificent material in hand, states quite definitely that there are five branchial arches 
in this fish. Apparently none of these scientists investigated whether there are any 
skeletal elements behind the sixth cleft. According to Nussbaum-Hilarowiez (1923, 
pi. ix, fig. 13) each of the six internal apertures of the branchial clefts is surrounded 
by a muscular sphincter. Thus these muscles are situated medially to the branchial 
arches. There, are five hobbranchs between the six gill clefts. There is no hemibranch 
on the anterior wall of the first cleft and no hemibranch on the hind wall of the last 
cleft. No ventral hyoid elements are attached to the smpensorium mandibulae. 
There are no basal hyoid or basi-branchial elements, and the left and right halves 
of the visceral arches are separated from each other. A part of the belly (F.) or of the 
chest containing part of the liver and the heart, is situated ventrally to the branchial 
apparatus. A fold (6m) encircles the external branchial apertures of the left and right 
sides together with the part of the belly situated under the gill apparatus. Posteriorly 
these folds pass just in front of the pectoral fin. Their extension is shown in text-figs. 6 
and 7. In PI. 2, fig. 1 (lateral view) the fold is cut off, and a double line shows where 
it separates from the body. The lateral parts of this fold are deep, and partly cover 
the visceral clefts and the gills, forming on each side a kind of imperfect gill chamber 
separated from its fellow ventrally by the projecting part of the belly (F). But the 
folds surrounding the branchial apparatus are too short to close these chambers 
ventrally. This suggests that the breathing process of Eurypharynx is different 
from that usually found in fishes. 

6. The skeleton of Lyomeri differs markedly from that found usually in 
Osteicbthyes and is described separately in Eurypharynx and Saccopharynx. 
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2. The Skeleton of Eury pharynx. 


(a) The skull .—The general structure ol the skull has the peculiarities which 
correspond to those mentioned in the description of the head. It can be added that 
the eyes are anterior in position, and that the olfactory organs are very small ; 
the neurocranium in proportion to the length of the head and of the jaws is 
extremely small ; about seven times as short as the suspensorium or as the lower jaw. 
The axis of the cranium is inclined downwards and forwards at about 45 degrees 
to the main axis of the body, when the head is in its ordinary position. But as the 
articulation of the skull with the first vertebra is a movable one, this angle can be 
changed. 

The visceral skeleton. -The visceral skeleton of Eurypharynx is a puzzling structure. 
The suspensorium and the jaws are formed by three rod-like elements of about equal 
length, the upper jaw being always slightly shorter than the lower. The rod forming 
the suspensorium articulates with the vent ral side of the cranium by a single rounded 
condyle. The articulating groove is large and dee]), its medial wall is formed by the 
prootic and lies laterally and very close to the jugular canal or the canal for the 
passage of the hyomandibular branch of the facial nerve. The long body of the 
suspensorium extends backwards and slightly downwards to the vertical line of about 
the 18th vertebra, where it articulates with the mandible. The main rod of the 
sus]>ensorium is partly cartilaginous, its shaft being only perichondrally ossified, 
and its proximal end is cartilaginous ; examination under the microscope shows that 
this rod is subdivided into two parts : a proximal shorter part and a longer distal 
one. Thin bony lamellae extend along this rod and firmly unite both these parts. 

The tips of the rods forming the right and the left rami of the upper jaw articulate 
with each other on the ventral surface of the cranium (under the middle of the vomer) 
at the vertical line of the centre of the eye. At about one-third of its length the upper 
jaw comes (dose to the suspensorium and extends backwards along its ventral edge, 
and finally is attached by ligaments to the medial surface of the distal end of the 
quadrate, and to the inner (medial) surface of the mandible just in front of the man- 
dibulo-quadrate articulation. The m. adductor vmndibulae inserts into the lower 
jaw laterally to the upper jaw. 

No elements corresponding to the ventral part of the hyoid arch are attached 
to the suspensorium, the latter has no process corresponding to the processus oper¬ 
cular is and there is no element corresponding to the symplectie. 

A branch of the nerve which is supposed here to be the n. facialis perforates the 
lamella of the proximal limb of the suspensorium close to its articulation with the 
neurocranium. A considerable stretch of the wall of the body separates the 
suspensorium from the anterior visceral cleft which is situated eaudally and ventrally 
to the proximal (dement of the suspensorium. In the septum situated behind the 
anterior cleft cartilaginous elements supporting tills septum are found. Similar 
cartilages support the septa between the next four visceral clefts ; it is not known 
whether any skeletal elements are found behind the sixth cleft. 

One can see from this general description that the visceral elements of Eurypharynx 
differ fundamentally from those of Osteichthyes, and they are considered further 
in more detail. 

The, suspensorium .—The proximal element of the suspensorium corresponding 
in position and in relation to the facial nerve to the hyomandibular, articulates with 
the neurocranium by a ball-like condyle which enters into a deep groove on the ventra l 
side of the cranium (PI. 3, fig. 2). This articulating groove is described on p. 318. 
Prom a morphological examination the proximal epiphysis of this bone recalls the 
JOTON, LINK. SOO.—ZOOLOGY, VOL. XLI 22 
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cartilaginous epiphyses of bony fishes as described by Haines (1942, p. 268), its tip 
being of cartilage and (altering into t he shaft of the bone * like a cork into the neck 
of a bottle but the minute structure of this bone has not been studied. 

The shaft- of the hyomandibular is long, rounded in transverse section, and well 
ossified on the surface. The distal end of the hvomandibular is cartilaginous and 
has a flat facet for articulation with the similar upper facet of the distal element 
of the suspensoriurn, which is considered hen* as the quadrate. A thin well-ossified 
lamella arises clow* to the proximal end of the hyo mandibular, and extends along 
the medial side of its shaft beyond the hvomandibular-quadrate articulation ; 
distally it joins firmly to thr medial side of the quadrate. This lamella is broader 



Text-fig. 7. —Branchial apparatus of Eurypharynx, pelicanoides. Ventral view. 

Diagrammatic, x 4 (Enlarged detail of text-fig. 6.) Lettering as in text-fig. 6. 

than the shaft of the hyo mandibular and its upper end forms considerable anterior 
and posterior projections. The projections serve for muscular attachment. As 
described above,the posterior part of this lamella is perforated by a branch of the facial 
nerve. A very thin thread-like ossification stretches laterally over the liyoman- 
dibular-quadrate articulation, and along both parts of the main rods of the suspen- 
sorium. It can be distinguished on a clarified and stained skull. It probably corre¬ 
sponds to the much larger ossification ( x) of Saccopharynx (p. 330, text-fig. 13). 

The articulation of the suspensoriurn with the, cranium .—This articulation is like 
ball and socket, and suggests a great mobility. Earlier writers described it as movable 

22 * 




310 


V. V. TCHERNAVIN ON 


not only laterally (in the horizontal plane), but also forwards and backwards (in the 
vertical plane). The specimen studied has lost most of its muscles, and I could 
not verify this. In any case, the skin over the. back, uniting the suspensoriums 
of the left and right sides, is very tight, and would not allow any strong forward 
movements of the suspenserium. The upper jaw, attached to the distal end of the 
suspensorium and to the ventral surface of the cranium, would also hinder such 
movements. An attempt to move forwards the distal end of the suspensorium 
automatically affects the anterior vertebrae, which rise to a vertical position 
(text-figs. 2-3). 

The articulation of the, hyornandibular with the quadrate. -The hyomandibular 
articulates directly with the quadrate. There is no symplectic. The flat facet 
of the cartilaginous end of the hyomandibular fits exactly to the similar upper facet 
of the quadrate. This articulation seems to be immobile. As already described, 
a strong and well-ossified lamella of the hyomandibular extends beyond this articula¬ 
tion and is firmly fixed to the quadrate. Only by breaking this lamella could one 
move the hyomandibulo-quadrate articulation. Such are the relations found in the 
small specimen of Eurypharynx which I studied. As already mentioned, all earlier 
writers describe this articulation as highly mobile (Nussbaum-Hilarowicz, pp. 56-57), 
and consider the mobility of the hyomarulibulo-quadrate articulation as one of the 
important characteristics of the order Lvomeri (Regan, 1912 a, p. 348). Bertin 
(1934, fig. 1) illustrates the movements of this articulation. It seems, however, 
that the position of the upper jaw, of t he hyomandibular, and of t he quadrate shown 
on his figure, could not be achieved without breaking the bones concerned. 

The quadrate is markedly longer than the hyomandibular and consists of a long* 
well-ossified rod which appears as a direct prolongation of the main rod of the 1 hyoman¬ 
dibular ; the cartilaginous upper end of the quadrate articulates with the 
hyomandibular ; its lower end is received into the groove of the mandible. The 
head of the quadrate articulating with the mandible is of a complicated structure 
(a double rotatory diarthrosis), and bears processes, one medial (inner) and one lateral 
(external). 

The mandible is long, thin and rod-like. In the specimen which I studied, at about 
the middle of the mandible its sectional diameter is only about 0*25 mm., while the 
length of the mandible is 36 mm. So it is about 144 times as long as it is broad, 
or deep. It is well ossified along its whole length. Meckel’s cartilage is very much 
reduced and restricted to the posterior part of the mandible. In the specimen studied 
by me Meckel’s cartilage is about 6 min. long (£ the length of the mandible). 
11/12 of the mandible form a tube ossified all round, and only the posterior 1/12 is open 
from above and boat-shaped. The posterior tip of the mandible extends behind the 
mandibulo-quadrate articulation, and turning upwards is received between the two 
articulating discs of the quadrate. Into this posterior tip of the mandible a tendon 
of the m. abductor mandibulae inserts. The greater part of this tendon is ossified 
into a long bone lying along the dorsal (posterior) side of the quadrate. 

Numerous small teeth are set in two rows along the mandible from its tip nearly 
to its posterior end. The dentigerous surface is not along the dorsal, but along the 
medial side of the mandible. Thus, except for its posterior part, the mandible is 
a long narrow cylinder ossified on all sides. The posterior part of the mandible 
in front of the articulation with the quadrate is of different structure. Its dorsal 
surface is open and exposes the narrow Meckelian cartilage, which also extends 
somewhat further forwards into the tube-like part of the bone. Both sides of the 
posterior part of the mandible are elevated by two rising lamellae. The inner 
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(medial) lamella is very short, the outer (lateral) is markedly larger and serves for 
the attachment of the ligaments of the main parts of the m. adductor mandibulae. 
This muscle has no part extending into the mandible and is not inserted into the 
Meckelian cartilage. 

When the mouth is shut, the boat-shapedjposte rior part of the mandible receives 
the posterior end of the quadrate with that of the bone forming the upper jaw. 

The anterior ends of the rami of the mandible 1 articulate firmly together. Their 
union is strengthened by an azygous cartilage covering the symphysis from in front. 
This articulation is movable, hinge-like, as this articulation usually is in fishes ; 
it certainly is not ‘ loose ’ (comp. Regan, L912 a, p. 348). 

The ossified parts forming the mandible are apparently fused together, and no 
junction between them could be found in the specimen which I studied (c/. p. 331, 
the mandible of Sacco pharynx). The bone bears no sign of enclosing the mandibular 
sensory canal. The mandibular 1 branch of the lateral line system is apparently 
absent in Lyomeri (p. 323). 

Synonymy. -Nussbaum-Hilarowicz (1923, p. 58) limits his description of the lower 
jaw of Eury pharynx by a negative statement that artieulare, dentale and angularc 
are absent, and does not mention of wliat elements the lower jaw consists. JBertin 
(1934, ]>. 4) confirms this statement and adds (p. 7) that the skeleton of both jaws 
consists of cartilage. According to Regan (1912, p. 348) the lower jaw of Lyomeri 
consists ‘of dentaly, artieulare and augulare \ 

The upper jaw. The bone playing t he idle of the upper jaw is slightly shorter and 
markedly thinner than tin* mandible. The anterior end of each of its rami widens 
and articulates with its fellow under the vomer. The tips of both rami are attached 
by a strong and broad ligament to the ventral side of the cranium. This ligament 
extends forwards along flit 1 anterior pa it of the vomer up to the tip of the rostral 
cartilage. The articulation is movable as far as the elasticity of tissues permits it. 
The position of this ligament and of the upper jaw shown on Bertin’s (1934) figures 12 
and 35 can be achieved only by tearing off the tissues attaching the ligament to the 
ventral side of the cranium, of the mucous membrane of the mouth, and of the skin 
on the ventro-lateral side of the rostrum. 

When examined under a muToseojx*, the upjxr jaw bone appears as consisting 
of two longitudinal parts fused together , a narrow tube widening anteriorly, and 
a flat lamella, broader than the tubular part, situated ventrallv to the latter. 
At the posterior end, the lamelliform part becomes gradually narrower and disappears, 
while the tubular part becomes thinner and passes into a softer tissue which may be 
a ligament or a cartilage (not stained by alizarin in the clarified specimen). It 
attaches itself by ligaments to the inner surface of the quadrate and has jjossibly 
a ligamentous attachment within the mandible (compare p. 331). The teeth are 
numerous, set in two rows along the medial surface of the bone, where the tubular 
and tin* lamelliform parts meet. The teeth-bearmg surface extends along the whole 
ossified part of the upper jaw. The teeth situated in this way face each other in 
both rami. The bone is not enclosed in a cutaneous fold ; its anterior part is possibly 
associated with the infraorbital branch of the lateral system (p. 322). 

The teeth of Eurypharynx are small and to the naked eye appear as thin granula¬ 
tions. With magnification one can see that each tooth consists of a thin, scale-like 
basal plate and a sharp cone projecting from it; the cones are curved pointing into 
the mouth cavity. The basal plates of the teeth are set close together. In preserved 
specimens the teeth fall out at the slight touch of a needle to the basal plate ; 
the teeth are not co-ossified with the bone of the jaw. 

Gill and Ryder (1883, 1884) and Gill (1883) considered the upper jaw of Eury¬ 
pharynx as the palatine ; Gill and Ryder (1884, foot-notes on pp. 60, 61) and Gunther 
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(1870, 1887) as maxillary; Zugmayer (1913) and Berlin (1934) aw maxillaire ; 
Nussbaum-Hilarowioz (1923) as maxilla ; Regan, 1912 a, as praemaxillo-maxillary. 

The skeleton of the branchial arches has never been studied, and the little that is 
known about it is described on p. 306. 

On the homology of the visceral skeleton of Eurypharynx. —The visceral apparatus 
of Eurypharynx with its six functional visceral clefts and live holobranchs is unique 
among living fishes having true bones, but as the morphology of Eurypharynx 
is imj)erfectly known, and its development has never been studied, the nature of this 
feature is not certain and can be differently interpreted. 

It seems generally preconceived * that the five anterior visceral clefts and the four 
anterior holobranchs of Eurypharynx are homologues to the five branchial clefts 
and to the four holobranclis of Actinopterygians, and that Eurypharynx has an 
additional, posterior, sixth (deft (never found in living or extinct Actinopterygians). 
Thus, one has to suppose that the posterior holobranch of Eurypharynx is formed 
by the posterior hemibranch of the fifth pouch and by the anterior hemibranch 
of the sixth pouch (a hemibranch never found in any Actinopterygians) f. It is 
also generally agreed that, contrary to all other fishes, Eurypharynx has only one 
hyoid element, which is the hyomandibular. Tiffs point of view was accepted 
without any discussion, and no doubts arose that it might not be correct. However, 
the homologies of the elements concerned may be quite differently interpreted. J 

It seems possible that the ventral parts of the hyoid arch of Eurypharynx are not 
missing, and are found in the septum behind the anterior visceral cleft. If so, this 
cleft is the mandibulo-hyoid (prehyoid) cleft, and the next five clefts are homologues 
to the five branchial clefts of fishes ; the first holobranch is formed by the posterior 
hemibranch of the mandibulo-hyoid pouch and by the anterior hemibranch of the 
pouch between the hyoid and first branchial arches ; it would thus correspond to 
the gill of the hyoid arch of Acanthodians as described by Watson, 1937, and not 
to the gill of the first branchial arch of Actinopterygians ; the four next holobranchs 
would be homologous with the holobranchs of Actinopterygians. The posterior 
hemibranch of the filth j>oueh would be missing in Eurypharynx , as it is always missing 
in Actinopterygians. 

Which of these two interpretations is more likely to be correct % Lot us discuss 
the homologies of the other visceral elements of Eurypharynx. What is in 
Eurypharynx the proximal element of the sus]>ensorium, which is described as the 
hyomandibular 'l Is it a hyoid element , or a separate (dement of the palate-quadrate 

The structure of this element in Eurypharynx differs much from the typica, 
hyomandibular of Actinopterygians ; it lias no opercular process and no operculum 
is attached to it ; it articulates directly with the distal element of the suspensorium, 
and consists of a rod-like ridge and a lamelliform part joined to it. 

An examination of the cephalic nerves (p. 313) of Eurypharynx shows, however, 
that the r. mandibularis internus of the facial nerve passes through the foramen 
in the proximal element of the suspensorium and thus this element in Eurypharynx 
is homologous with the hyomandibular of Actinopterygians. Therefore, if the sug¬ 
gestion that the foremost visceral cleft of Eurypharynx corresponds to the ventral 
part of the mandibulo-hyoid cleft is correct, one can expect to find a reduced number 
of skeletal elements in the septum behind this cleft. Unfortunately their number 
is not known. Only Nussbaum-Hilarowicz examined the cartilages in the visceral 
septa of Eurypharynx . He found 4 three or four ’ cartilages in t hese septa but he did 

> 

* Except by those writers who overlooked this main character of Eurypharynx (Gunther 
1887, p. 262 ; Zugmayer, 1911, p. 348 ; 1913, p. 4 ; Regan, 1912 a, p. 348 ; 1926, p. 67). 

f The statement that Polyodon has 4| gills (Gunther, 1880, p. 362, and some others) has been 
proved to be incorreot (Rauther, 1936, pp. 61, 62 ; 1937, p. 243). 

{ See note on p. 287. 
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not oven say in which of these septa he found three and in whicli four cartilages. 
(The course of the ramus hyoideus of the facial nerve in Eurypharynx is described 
oil p. 315.) 

The upper jaw. —The bone forming the upper jaw of Eurypharynx is usually 
considered as maxillary or premaxillo-maxillary, and it is usually supposed that 
the palato-pterogoid elements are completely absent in Eurypharynx ; if so, the 
dorsal part of the mandibular arch consists of a single rod-like element corresponding 
to the quadrate and the mandibular arch dot's not articulate with the neurocranium 
at all (text-fig. 15 A). However, the medial position of this bone to the m. adductor 
mandibulae , the attachment of this bone to the medial side of the quadrate and 
of the mandible, give ground for the suggestion that it is a palato-pterygoid element, 
and that the maxillary and premaxillary are absent in Eurypharynx (p. 311). 
In text-fig. 15, A, B, the two ways of interpreting the visceral elements of Eurypharynx 
are shown graphically. 

The preoperculum , the opercular bones and the branchiostegals are completely absent 
in Eurypharynx. Most of t he writers on Lyomeri believe that the absence of these 
elements, though unique among living fishes, is of little importance, and only 
Nussbaum-Hilarowiez (1923, p. 74) considers this character as of primary significance 
and believes that, on this ground the Lyomeri can he opposed as a distinct group 
t o all other fishes. 

On the cephalic nerves of Kurypharynx. - A study of the vascular and nerve 
systems could give a key to the homology of the visceral skeleton of Eurypharynx . 
But the vascular system of Lyomeri has never been studied, and very little is known 
about its nerve system. Nussbaum-Hilarowiez (1923, pp. 68-70, pi. ix) described 
and figured the cephalic nerves of ^Eurypharynx but he did not show the relation 
of the nerves to the visceral arclu J. The material in hand excludes the possibility 
of an examination of the blood-vjhsels and only very little can be done about the 
cephalic nerves. 

The results, which I obtained by examining the specimen of Eurypharynx in 
hand, can thus be summarized (text-fig. 8). 

Trigeminus-facialis group.- Two roots originate from the side of the hind brain. 
The posterior of these roots apj>ear to be subdivided into two, but this subdivision 
is not clear, and is not shown in the figure. A compound trigemino-facialis ganglion 
is situated in the anterior groove of the proof ic (compare Nussbaum-Hilarowiez, 1923). 
Five divisions of this ganglion can be recognized. They are shown on text-fig. 8 
and marked by letters a, b, c , d, e. 

The division a corresponds probably to the n. ophthalmicus superficialis ; it 
originates from the main ganglion, has a short run and divides in the orbit into two 
branches. The division 6 , which apparently is the n. ophthalmicus profundus , leaves 
the main ganglion laterally to the division a , passes laterally into the orbit, and divides 
into three branches ; the anterior one passes towards the rostrum, the medial towards 
the eye ball, and the posterior, a much longer one, passes into the muscle extending 
along the siispensorium. Tliis posterior branch runs dorsally to the r. maxillaris 
trigemini (c in the figure). The division c, which probably is the r. maxillaris trigemini , 
passes straight into the ventro-anterior side of the m. adductor mandibulae and runs 
along the anterior edge of the suspensorium to the distal end of the quadrate, where 
the nerve is tom off. Thus, it is not clear what happens to it when it reaches the 
articulation of the quadrate with the upper and lower jaws. The division d, which 
probably is the r. mandibularis trigemini , issues from its own part of the ganglion 
and passes towards the ventro-posterior side of the suspensorium; it runs along 
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the posterior side of the suspensorium to the mandibulo-quadrate articulation, where 
this nerve is also tom off. The fifth division e, which apparently corresponds to the 
truncus hyomandibular is of the facial nerve (compare Nussbaum-Hilarowicz, 1923), 
diverts from the posterior part of the complex trigemino-facialis ganglion, passes 
backwards and outwards through a canal m the prootic (which is possibly also the 
jugular canal) and then extends laterally towards the hinder edge of the suspen- 
soiium. Tt. divides soon into two branches. One turns sharply towards the rostrum, 
reaches the hind edge of the suspensorium, turns again at- a right angle laterally, 
and after a short run along the hind edge of the suspensorium (dorsally to the ramus 
mandibular is trigemini), enters (from the medial side) the lamelliform part of the 



Text-fig. 8. —Cranial nerves of Eurypharynx peltcanoides. Diagram of the left side of the 
neurocranium. Ventral view, x 10. Drawn from a clarified skull (specimen 4 Discovery ' 
st. 287). The brain and the nerves seen through the transparent elements of the skeleton 
are shadowed dark grey; nerves outside the skull pale grey; elements of the skeleton 
sparsely dotted. 

a, n. ophthalmicus superficialis ; oc., n. ametivus ; 6, n.ophthalmicus profundus ; c, r. maxiUaris 
trigemini ; d, r. mandibuUvris trigemini ; e, truncus hyomandibularis of the facial nerve; 
h. t ramus hyoideus of the facial nerve; hm., ramus mandibvlaris internus of the facial nerve ; 
n., n. olfactorius ; o., n. opticus ; v., nerves of the vagus group. For the parts of the skeleton 
compare PL 8, fig. 2. 
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hyomandibuUir , passes through it, and extends along the posterior edge of the 
suspeusorium following closely the division d (r. wandibu laris trigemini) to the man- 
dibulo-quadrate articulation, where this nerve is also tom off; the course of this 
branch suggests that it, is the r. mandilmlaris intern us of the facial nerve. The second 
branch of this division, e, turns sharply backwards towards the gill apparatus, but 
1 could not see its relation to the foremost visceral cleft. By its position it may 
correspond to the r. hyoide.us of the facial nerve, if so, the fact that the r. hyoidens 
is well developed, suggests that the muscles innervated by this nerve arc- functional 
and docs not agree with the idea that the ventral hyoid elements of Eurypharynx 
are missing. The sharp caudalwards turning of this nerve suggest also that in 
Eurypharynx one has to look for 1 ho ventral hyoid elements somewhere well behind 
the hyomandibular. 

A nerve (ac.) which is probably the acoustic nerve, originates behind the trigemino - 
facialis roots, it divides into two short branches, none of which passes out of the skull 
(compare Nussbaum-Hillarowicz, 1923, p. 70, pi. ix, fig. 1). 

The vagus group (v.). The roots of the n. glosso-pharyngealis and of the n. vagus 
arc 4 very distinct, both nerves pass through a single foramen in the lateral occipital. 
Within the cranial '*ase the root ol the n. vagus runs first forwards and then turns 
laterally and backwards forming an arch In the* specimen which I studied both 
these nerves are torn off close to the neurocranium, and their course* and relation 
to the* visceral arches could not be examined. 

Summing up. -The present examination of the visceral nerves of Eurypharynx , 
unsatisfactory as it is, shows : (1) that the proximal element of the susjiensorium, 
crossed by a branch of the* facial nerve*, is the hyomandibular ; (2) that there is some 
re*ason to hold that the* ventral hyoid elements of Eurypharynx exist, for a branch 
of the truncus hyomandibular is (vii), which is probably the r. hyoideus , is strongly 
develo]K‘d ; (3) that the ventral hyoid elements, if present, are situated well behind 
the suspemsorium. Thus there* is some groirnd tor the 4 suggestion that the anterior 
visceral cleft of Eurypharynx is a mandibulo-hyoid cleft, and that the* arch behind 
it corresponds to the vemtral elements of the hyoid arch *. 

I shall return to the homologies of the visceral elements at the* end of this pape*r 
when the relationship of Lyomeri is discussed. 


(b) The Neurocranium (PI. 3, tigs. 1,2; text-fig. 8). The chondrocraninm is largely 
unossifie*d, and the primordial cartilage has no divisions in places corresponding 
in position to the supra-occipital and to the lateral ethmoids of other fishes. The 
structure of the rex>f of the primordial cranium is unknown. It lias not been described 
previously, and during this study the cover bones lying on the dorsal side of the 
neurocranium could not be* removed. Parts of the* ncurocranium are* movably 
united with one other and it can thus noticeably change its shape*. The 4 interorbital 
part is very low, and there is no myodome. The cranial case is large in projection 
to the size of the neurocranium. The* brain extends forwards right into the orbital 
region (text-fig. 8). 

In text-fig. 8 the position of the brain in the cranium is shown. The neuro- 
cranium has not he*cn dissected, but only clarified (and the 4 bones stained), so tlie- 
position of the brain has not bee*n affected by dissection. The roots of the* optic 
nerves (o.), hidden under the vomer heavily stained with alizarin, could not be* se*e*n 
clearly. 

The otic region expands very much anteriorly, the 4 prootics extend forwards 
into the cartilage of the interorbital septum beyond the hypophysis. There are* 
no grooves for the olfactory organs in the ethmoid cartilage. 

* See note on p. 287. 
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The occipital region (PJ. 3, tigs. I, 2) consists of three elements only : two lateral 
occipitals and a basioccipital. The foramen magnum is surrounded by these three 
elements. There is no supraoccipital . The outer foramen of the n. vagus is on the 
ventral side in the ]x>sterior part of the lateral occipital (PL 3, fig. 2). According 
to Gill and Ryder (1883, p. 264), 4 the notochord is }>ersisteiit in the skull for half the 
length of the basioccipital \ 1 could see only a small part of the notochord, filling 

the space bet ween the concave articulating surfaces of the basioccipital and the first 
vertebra. But I did not disjoin the skull from the first vertebra. 

The absence of the snpraoccipital. —1 examined the occipital region and the roof 
of the cranium of Eurypharynx under a microsco]>e with strong reflected and trans¬ 
mitted light from a Leitz Mon La lamp, and could not find any trace of the supra - 
occipital (ossified or cartilaginous), in the sjoeimen examined there is a space which 
is unossified between the up]>er parts of the two lateral occipital** ; this is a part of the 
cartilage-roof of the primordial cranium which extend# forwards between the epiotics, 
and further forwards, up to the ethmoid rostrum, without any interruption or 
division. Nowhere along the medial line of the chondrocranium has a lizarin stained it, 
though all the smallest ossifications of the skull are clearly stained (PL 3, fig. 1). 
(The absence of the supraoccipital in Lyomeri is confirmed by the study of a much 
larger s|>eeimen of Saccopharynjc ; see p. 332, PI. 3, fig. 3.) 

The fact thal a supraoccipital k bone ’ has been described by the earlier writers 
seems likely to lie the result of their conviction that a supraoccipital must be present- 
in all ‘ teleosieans \ However, all ichthyologists described the supraoccipital 
differently in this fish. According to Gill and Ryder (1883, p. 264), it- is a * very 
small transverse bone above the foramen magnum and protruded forward as a triangular 
wedge between the two parietals i. e.. according (o Gill and Ryder, the supraoccipital 
is found on the dorsal side of the skull. Contrary to this, Zugmayer (1913, p. 6) 
figures a ‘ supraoccipital ’ as a forked bone with its apex articulating with the epiotics 
(‘ parietals ’ auctorum) and with its two branches extending downwards along the 
sides of the foramen magnum , i. e. } according to Zugmayer, the supraoccipital lies 
in the posterior wall of the skull. Regan (1911, p. 348, fig. A) shows a ‘supra¬ 
occipital ’ as a very small rounded element Situated above* the foramen magnum. 
However, Dr. Regan had no opjiort unity of examining the skull of Eurypharynx 
himself, and liis figure is made* from an earlier figure of Zugmayer’s (1911, pi. iv, 
fig. 3 c), which is more artistic than exact or clear, and where no limits between the 
bones and cartilage are shown. 

Only Nussbaum-Hilarowicz (1923, p. 55, pi. viii, fig. 2), who carefully studied 
three skulls of rather large Eurypharynx using different methods, could not find 
a supraoccipital in Eurypharynx. Berlin (1934, p. 18, fig. 10) took an average line, 
notifying in his text the presence of a c supraoccipital ’ (‘ tres petit ’), docs not show 
it on his figure ne>r mention it in the legend to this figure. However, his figure was 
made ‘ en part-ie d’apres Nussbaum-Hilarowicz, Regan et Zugmayer who all dis¬ 
agreed on the subject of the supraoccipital of Eurypharynx. 

Eurypharynx is not unique among the Actinopterygii in having no supraoccipital. 
Besides Polypterus , Acipenser , Amia and Lepidosteus , the supraoccipital is missing 
in several ‘ true teleosteans ’ : Nematoprora polygonifera , Serrivomer beard (Trewavas, 
1932, pp. 648, 650, pi. ii, fig. A. pL iii, fig. A), and in Cyema atrum (Trewavas, 1933, 
p. 602, pi. i, fig. A). 1 bad the opportunity of examining the excellent specimen of 

Cyema clarified and stained with alizarin by Dr. E. Trewavas. it can be distinctly 
seen in this specimen that the supraoccipital (ossified or cartilaginous) is completely 
absent. 

The basioccipital (PL 3, figs. 1, 2 B.) is a large bone extending to slightly more 
than a third the length of the ventral surface of t-he skull. It is rather well ossified, 
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hut its lateral and anterior edges on the ventral surface art* cartilaginous. Tin* 
basioccipital projects backwards considerably beyond the vertical line drawn at the 
dorsal edge of the foramen magnum ; the lateral edges of this a}nurture, formed 
by the lateral occipitals, slant down and backwards, so that the foramen magnum 
can Ik* well seen bom above (PI. 3, fig. 1). The posterior part of the basioccipital 
is very like a vertebni (see p. 33) ; it ends in a rounded facet for articulation with 
the anterior ringlike facet of the first vertebra. Through these tw r o facets passes 
the anterior end of the notochord. 

Nussbiium-HilarowTcz does not describe the articulation of the skull With the fiist 
vertebra, but shows in his figures (pi viii, figs. 1,2) a convex articulation facet on the 
posterior end of the basioccipital with a small groove m its centre. This is not the 
ease in the sjK*cnnen of E ary pharynx whi'*h 1 examined ; and is not found in 
Saccopharynx. 

The basioccipital has two short dorsal processes, wliieh articulate With the lower 
ends of the lateral occipitals by synchondrosis. This articulation is movable. (Mon* 
details of this articulation are given m the description of Saccopharynx, p. 333.) 
Two longitudinal thin apophyses rise vent rally at the sides of the posterior edge of the 
basioccipital, and extend forwaids along its initial surface towards each other: 
they join together at the nuchal line, and extend fuither forwards forming a ridge 
continued to the fore edge* of the* basioceipital. This ridge is quite inde]>endent of the 
parasphenoid. the ]>osterior part ol wliieh lies under this ridge. 

On the ventral side, the basioccipital does not articulate with the prooties immedi¬ 
ately, and a nanow strip ol primordial cartilage* divides these bones. The* basi- 
oeeipital articulates with the* lateral occipitals by harmony. These* two articulations 
allow some* movement between the eleme nts concerned, owing to the elasticity of the 
intermediate cart ilage. 

Synonymy and homology. Only (Sill and Ryder (1SS3) described the basioccipital 
correctly. The antero-ventral part of this bone was late*r eiToneously described 
as a separate* bone* and confused with the* parasphenoid and even the* basisphenoid. 
(‘ Sphenoidc \ Zugmayer, Hill ; 1 sphenoide — paras phenoideum \ Zugmayer, 1913 ; 

‘ basisphemudeum \ Nussbaum-Hilarowicz, 1923: Be*rtin, 1934. The latter write*r 
considers only tlu* jiostenor tace*t of the basioccipital as a v basioccipital ’ ; all the 
lest of this hone, according to his terminology, is a ‘ basisphenoide ’.) 

The lateral occipitals (PI. 3, ligs. 1, 2, L.) surround from the sides and partly from 
above the foramen magnum . Dorsallv they articulate by me*ans of a cartilaginous 
bridge with the' epioties and clorsally and vent rally with the endochondral part of the 
pterotics. A large a] torture for the* nerves of the* vagus group is found on the ventral 
surface at the hind edge of eaeli lateral occipital. According to Gill anel Ryder (1883) 

‘ the foramen for the passage of the ninth and tenth nerves o]x*ns alongside the* 
basioccipital anel }K*rforates the exoccipital } (see also Nussbaum-Hilarowicz, 1923, 
p. 70, pi. ix, fig. I ; and text-fig. 8 of this paper). 

The otic region. - The* structure of the auditory organs of Lyomeri has not been 
studied, and their relations to the bon<*s of the* e>ee*ipital and otic regions are* unknown. 
Thus the homologies of the elements of the* otic region are rather uncertain. No 
otholits could be se*e*n in the clarified specimen examined by me. 

The otic region contains five pairs of cartilage-bones ; the pterotics (‘ opisthotics 1 
of Holmgren and Stensio, 1936), the epioties, the sphenotics and the prooties. There 
are no opisthotics (see p. 318), no alisphenoids and no basisphenoid. The prooties 
expand anteriorly more than is usual; they extend forwards ventrally into the 
interorbital region boyond the trigeminus ganglion and beyond the hypophysis. 
The epioties oovor about the whole of the posterior half of the roof of the cranium. 
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The pterotics (PI. 3, tigs. 1, 2, PT.). —The pterotics form the j>osterior-lateral 
edge of each side of the cranium. Each pterotic is fused with a dermal pterotic 
(the intertemporal-supratemporal or supratemporal bone) related to tho posterior 
part of the temporal section of the infraorbital lateral line canal, forming thus the 
compound bone usually called k pterotic \ It articulates (by synchondrosis) ventrally 
with the lateral occipital and epiotics, and anteriorly with the sphenotic. It forms 
(ventrally) the posterior lateral part of the groove for the articulation with the condyle 
of the hyomandibular. The cartilage-pterotics are exceptionally large in Lyomeri. 

All writers on Lyomeri described and figured a separate element between the 
pterotic and the lateral occipital; Gill and Ryder (1883) call it opisthotic ; Nussbaum- 
Hilarowicz,—opisthoticum ; Zugmayer (1911, 1913),—occipital extern©—epioticum ; 
Regan (1912 a), —epiotic ; Bertin (1934, pp. 18, J9),—opisthotique (on p. 4 he denies 
the existence of the ‘ opisthotique ’ in all Lyomeri). Prom Nussbaum-Hilarowicz’s 
figures (pi. viii, figs. 1, 2) tins element articulates with all the sumnmding bones 
(including the pterotic, winch according to Nussbanm-Hilarowicz’s terminology 
is a * proofic ’) by means of narrow cartilage-bridges. According to Nussbaum- 
Hilarowicz, this element extends ventrally more than dorsally and articulates with 
the prootic (‘ alisphenoideum ' of Nussbaum-Hilarowicz). 

If the element described by these writers really existed, the Lyomeri would be the 
only known fishes with a real curtilage-opisthotic not fused with any other cartilage- 
bones or with the dermal intercalary. However, 1 could not find any trace of 
such an element in the specimens examined (Eurypharynx and Saccopharynx) . To 
avoid misunderstanding, i would like to add here that Lyomeri have no secondary 
intercalary , which is often also called ‘ opisthotic \ There is much confusion about 
the opithotic and the intercalary in the literature, but I do not intend here to go 
into details on this problem (see Bruch, 1801, p. 7 ; Huxley, 1871, p. 153 ; Gunther, 
1880, p. 50; Holmgren and Steusio, 1930, p. 491 ; and especially de Beer, 1937, 
pp. 87, 130, 150, 100, 104, 107, 497). 

The prootics (PI. 3, fig. 2, P.). —The prootic is a large and well - ossified bone. 
Lt articulates with its fellow along tIn- medial line* of the floor of the ehondrocraniuin 
by a cartilage-bridge. It articulates by synchondrosis with the pterotic, the lateral 
occipital, and the basioecipital. The elastic cartilage uniting these, bones permits 
some movement between them. The prootic sends forward and downwards a conical 
process or flange which articulates synehondrosicaJly with the ventral lower end 
of the sphenot ic (autosphenotie, Holmgren and Stensio and de Beer). This ar ticula¬ 
tion is clearly a movable one. The outer side of the prootic is deeply grooved, forming 
a pari of the depression for the condyle of the hyomandibular'. The prootic sends 
downwards a thin semi-lunar lamella which overlaps medially the condyle of the 
hyomandibular ; and deejrens thus the articulating groove. The anterior (orbital) 
edge of the prootic is deeply recessed forming a semi-open trigeniino-facialis chamber. 
The hyomandibular branch of t he facial nerve passes out through a foramen in the 
prootic posteriorly to the trigeminus facialis ganglion. As there is no alisphenoid 
and no basisphenoid, the trigemino-facial chamber is not closed anteriorly. Acc ording 
to Nussbaum-Hilarowicz (1923, pp. 5, 70, pi. viii, fig. 2 ; pi. xi, fig. 1) the prootic 
has three foramina for the branches of the n. trigeminus (p. 55), and has a separate 
foramen for the n. facialis (compare p. 313 of this paper and fig. 8). 

Synonymy. —Gill and Ryder (1883) ‘ probably prootic ’ ; Zugmayer (1913) 
aile du sph^noide-prooticum ; Nussbaum-Hilarowicz (1923) alisphenoideum—not 
prooticum ; Bertin (1934), alisphenoide. 

The splienotics (PI. 3, ligs. 1, 2, $.).— The sphenotic is well ossified and forms 
the posterior lateral edge of the orbit and ventrally takes part in the formation of the 
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articulating groove for the hyomandibular. The dorsal part of the sphenotie articu¬ 
lates with the parietal, frontal, and the pterotic. The shape and the relief of the 
dorsal part of the sphenotie suggest that it is a dermal ossification, connected with the 
sensory canal system, and seems thus to correspond to the dermal sphenotie 
(intertemporal). But there is not enough evidence for such a conclusion. The 
ventral part of the bone is more solid and is deeply embedded in the cartilage. It 
forms a process or flange growing downwards and backwards to meet a similar 
process from the prootic. They articulate raovably by a small cartilage situated 
between them. 

Synonymy and homology.—Gift and Ryder (1883) and Zugmayer (1911, p. 93) 
apparently did not find this element in Eurypkarynx , but later Zugmayer (1913, p. 2) 
mentions a frontal posterieur—sphenoticum. It is clear, however, from his figure 
(p. 5) that he applied this name to the whole of the primordial cartilage of this region, 
and probably did not see the bone itself. The same can be said about the figure 
of Nussbaum-Hilarowiez (pi. viii, tigs. I, 2, p 55). He marks as ‘ sphonoticum ’ 
the cartilage at the Iliad edge of the orbit, and considers the ventral process of the 
sphenotie as the 1 ‘ orbitosphcnoideuin \ According tc Nussbaum-Hilarowiez, there 
are two orbitosphenoids which are widely separated from each other not only by the 
interorbital cartilage but also b\ the proofios. Berlin (1934, pp. 18, 19) follows 
this unusual nomenclature. 

The epiotics (PI. 3, tig. I. E.) By their position and shape the epiotics of 
Eurypharynx recall those of some Herat ioidea, as, for instance, those of Trematorhynchns 
leucorhinus (see Regan and Trewavas, 1932, fig. 45). Each epiotic is a large, rather 
flat bone embedded in the primordial cartilage of the cranial roof. It articulates 
medially with its fellow by synchondrosis, joining in a similar* way with the lateral 
occipital and the pterotic. Anteriorly it is narrowly, but distinctly, separated 
from a dermal bone which may be the parietal. Tt seems possible that this distinct 
separation of the epiotics from the parietals is due to the small size of the specimen 
studied, and that in larger specimens the edges of these bones join by synostosis, 
and their boundary becomes less distinct. 

Synonymy. —All earlier writers figure the epiotic and the parietal as a single 
bone (on each side of the skull) and describe them as £ large parietals * (of. Sacco - 
pharynx, p. 334). 

The orbital region (text-fig. 8, PI. 3, tigs. 1,2).—The eye of Eurypharynx is small and 
hidden below the transparent skin. Its function is probably much reduced ; the eye 
muscles are short and weak. The eyes are divided from each other by the broad and 
flat intororbital cartilage (PI. 3, fig. 2, ( 7 .) and by the anterior medial processes (f 
the prootics embedded in this cartilage. There is no orbitosphenoid. The eye-balls 
have little skeletal protection from above or from in front. There are no sclerotic 
bonnes. 

The basisphenoid and alisphenoids are absent (PI. 3, fig. 2). There is no posterior 
myodome. The m. recti arise from the side of the flat interorbital cartilage close 
to the front edge of the prootic, and the m. obliqvi apparently from the same cartilage 
near the anterior edge of the orbit (cf. p. 334). The brain case extends anteriorly 
beyond the orbital region dividing the eyes from each other ; the interorbital 
°artilage (G) floors this case. Dorsally the brain case, above the orbital region, is 
covered by the cartilaginous roof of the chondrocranium strengthened by the dermal 
plates whioh are probably the frontals ; they extend anteriorly and also cover almost 
entirely the short rostrum (PI. 3, fig. 1). 
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The ethmoid region. —The ethmoid region in Eurypharynx, (PI. 3, figs. 1,2) is short 
find, blunt- ; it contains no cartilage bones. There are no grooves for the olfactory 
organs. The lateral othmoids are absent. The canals for olfactory nerves perforate 
tliis cartilage and open at the anterior lateral edges of the rostrum (PI. 3, fig. 8) 
under the small nasals (PJ. 3, fig. 1, N.). The nasals are dermal ossifications related 
to the supraorbital sensory canal. 

There is no supra-ethmoid (rostrale-postrostrale Holmgren and Stensio). 

Synonymy and homology. —There is some confusion about the nomenclature of the 
elements of the ethmoid and orbital regions ; some of the elements, absent in 
Eurypharynx , have been described as present ; or t he names of the absent elements 
of these regions have been wrongly applied to other elements. To avoid further 
confusion I give here a brief list of these names : 

The ethmoid or mesoethmoid. -Gill and Ryder (1883) give the name 4 ethmoid ’ 
to the rostral cartilaginous part of the cranium (which, according to Zugmayer, 
Nussbaum-Hilarowicz, and Bertin is a 4 nasale’). Zugmayer (1911, 1913) showed 
in his figures a bone situated in front of the frontals, which, narrowing anteriorly, 
covers the ethmoid cartilage. He called this bone 4 ethmoide—mesoethmoideum 
Zugmayer figures the frontals as square bones, their anterior edges forming a straight 
line across the skull. It- is quite clear, however (in the specimen I studied), that the 
frontals are triangular, and, narrowing anteriorly, cover the ethmoid region of the 
skull. 

I could find no trace of the supra-ethmoid in Eurypharynx . Regan (1912 a), 
Nussbaum-Hilarowicz (1923) and Bertin (1934), relying apparently on Zugmayer’s 
figure, showed an 4 ethmoid J similar to that figured by Zugmayer. Regan (p. 348) 
and Bertin (p. 19) admit themselves that their figures are made after Zugmayer’s 
drawing. 

Lateral ethmoids were not mentioned by Gill and Ryder (1883), Zugmayer (1911) 
or Regan (1912 a), but- Zugmayer (1913) named the whole of the ventral non- 
differentiated rostral and interorbital cartilage from the anterior end of the vomer 
to the prootic— 4 frontal anterieur = ethmoideum laterale \ Nussbaum-Hilarowicz 
(1923) followed tins regrettable example, and Bertin (1934) copied it also. 

Basisphenoid. —Zugmayer (1913) named thus by error the anterior part of the 
basioccipital. Nussbaum-Hilarowicz and Bertin followed this nomenclature. 

Alisphenoids. —Name erroneously used by Nussbaum-Hilarowicz, and after him 
by Bertin, for the prootic. 

Orbitosphenoids. —Nussbaum-Hilarowicz, and after him Bertin, erroneously 
used this name for the ventral parts of the sphenotics (autosphenotic Holmgren and 
Stensio, and de Beer). 

Cover bones on the ventral side of the neurocranium (PI. 3, fig. 2). Vomer (F.) 
(=prevomer, de Beer, 1937) is a narrow, thin bone. It extends from near the tip 
of the snout to more than a third the length of the skull. It is broader in front and 
narrows gradually posteriorly. It has no teeth, and no contact with the cartilage. 

The, parasphenoid (PS.) is also narrow, long and thin, its anterior end does not quite 
reach the posterior end of the vomer ; it extends backwards to about the place where 
the ventral processes of the basioccipital join together forming a single ridge. The 
parasphenoid has no lateral wings (processus ascendens). It has no apertures for 
the carotids or nerves. There is apparently no space between the ridge of the basi¬ 
occipital and the parasphenoid. In the small specimen studied by me, the vomer 
and the parasphenoid are separated by a considerable space, but it is possible that 
in larger specimens these bones join together, or overlap each other. 

Synonymy and hamology. —Gill and Ryder (1883) ; 4 There is no vomer ’; 4 The 
parasphenoid is present and extends as a naixow splint from the hinder portion of the 



SIX SPECIMENS OF LYOMERI IN THE BRITISH MUSEUM 


321 


basioccipital to very near the cud of the rostrum ’. Zugmayer (1911, J913) shows 
the vomer extending over the anterior part of the basioccipital ; lit' shows no para- 
sphenoid in his figure, but by his terminology the anterior ventral part of the basi- 
oocipital is a 4 sphenoid e ’ which, according to Zugmayer, is a synonym of the 
4 parasphenoideum According t o Nussbaum-Hi 1 arowicz, the 4 sphenoide^para- 
sphenoideum ’ of Zugmayer, is a basisphenoideum, which is not a parasphenoideum, 
and the true parasphenoideum is absent in Eurypharynx ; but according to Berlin's 
ideas (p. 18) the ventral surface of the basioccipital is a 4 basisph6noi(ie ’ which is 
exactly the same as the ‘ sphenoide and again the 4 sphenoide ’ is the same as the 
‘ parasph&ioide One can only wish that such nomenclature should not be used. 


(c) The, lateral line system of Lyomeri and the boms connected with this system .— 
The lateral line system is in many cases the only guide to the homology of some of the 
cover bones in fishes, and deserves careful study. In Lyomeri this system is unusual. 
It consists of 4 tubules * or papillae,several millimetres iong, projecting from the skin. 
The papillae are single or group'd together (groups ot two in Saccopharynx , and 4-5 in 
Eurypharynx), and are arranged in longitudinal series The position of th * series 
recalls generally that of the mucous canals of fishes. 

Only the external structure of the papillae and their disposition along the head 
and body have been described. It has not been shown where t he sensory organs are 
located, how innervated, or even whether the sensory organs are present or not. The 
mucous canals of the system have not been described. 

However, the opinion seems generally adopted that this system in Lyomeri 
is a real lateral line system. This view is supported by the fact that a lateral line 
system with similar projecting papillae has bt*en found in two other groups of deep-sea 
fishes, and in those fishes it has been proved that it is a real lateral line system and 
is connected with the cover bones. (Oeratioidea, Regan and Trewavas, 1932, pp. 23, 
24, figs. 3<3—18, pis. vii, viii ; and Cyema Brauer, 1906, p. 131, pi. viii, fig. 3; 
Trewavas, 1933, pp. 601-602). 

The Lyomeri preserved in the British Museum are not in a sufficiently good 
condition for the study of the minute structure of the lateral line system. Even the 
general disposition of tin* series of this system is not always clear, as the skin on the 
heads of the specimens is broken. 

The examination of these specimens is useful only for comparison with the earlier 
descriptions. 

The results of the study of literatim* and of the specimens of the Britisli Museum 
can be thus summarized. 

Structure of the papillae — Xg assiz (1888, pp. 35-36) describes the papillae of the 
lateral line of Eurypharynx as stalked organs more or less cup-shaped. In Eury - 
pharynx each papilla (examined under a microsco|x*) apjiears as a cylinder with 
very thin transparent walls, apparently continuous with the epithelium of the skin. 
The apex of the papilla expands slightly, and has a kind of a white crown. Inside 
the papilla a white thread extending from its aj>ex to its foot can Ik* soon. At the base 
of each papilla (or of eaoh group of papillae) the skin forms a whitish disc. (According 
to Bertin, 1934, p. 14, the papillae are empty tubes : 4 les tubules paraissent veritable- 
ment creux *). Most of the papillae which 1 examined art* broken, having lost their 
thin outer walls. They appear as long (much longer than the intact papillae) white 
threads, some having small pigmented tips. 

In the specimens of Saccopharynx the papillae art* less transparent and their 
apexes are wider, but their structure is apparently the same as in Eurypharynx. 

Whitish discs on the skin at the bases of the papillae art* more distinct, and 
connected with each other, along the main lateral line of the IkmIv, by a thin white 
line (first shown in Saccopharynx by Girard, 1895). 
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The,s<* papillae of Lyomeri are very similar to those described by Regan and 
Trewavas (1932, pf). 23, 24) in Photoeorynus (Ceratioidea). After a study of sections 
of the skin and of lateral-line papillae, those writers came to the conclusion that the 
white apex of the papilla is a sense organ k exposed and raised above the surface of 
the body and the white thread inside the papilla is a nerve. According to these 
writers, in Ceratioidea ‘ glandular (tells may be present in the papilla, which is formed 
mainly of loose fibrous tissue \ They write also that ‘ a tube that may represent 
the lateral line canal may be present between the papillae, or may be replaced by 
a superficial groove, either continuous or discontinuous \ In Photocorynus the 
white discs at the bases of the papillae along t he lateral line are connected by a white 
line, as in Saccopharynx. 

In Cyema (in which the sensory system papillae are like those of Lyomeri) the 
posterior part of the infraorbital canal (extending over the sphenotic and the pterotie) 
is well ossified, and forms the dermal part of the pterotie (which corresponds 
apparently to the 1 Bupratem]M>ro-intertemporale ’ of Holmgren and Stensio). In 
Lyomeri the dermal pterotie has also the features of a sensory canal bone. 

It seems, therefore, reasonable to suppose that in Lyomeri, as in other fishes, 
t he disposition of t he lateral line system may be considered as a guide to the homology 
of some of their cover bones. 

The disposition, of the sensory canal system in Lyomeri. — Berlin (1934, pp. 13, 15, 
49, 50), who had for study the magnificent material of the ‘ Dana ’ Expedition 
(63 adult and 123 young), described the disposition of the lines of this system in 
Lyomeri. Unfortunately, he does not mention the relation of this system to the 
elements of the skeleton, does not compare the disposition of the lines of this system 
in Lyomeri with that found in other fishes, and uses a nomenclature of his own for the 
sensory canal series. 

Comparing his figures with the figures of earlier writers on Lyomeri (Brauer, 
1906 ; Zugmayer, 1911) and with the sjiecimens in the British Museum, one can des¬ 
cribe thus the disposition of the sensory system on the head of Eury pharynx. 

The supraorbital series. —A series of single papillae extends on each side from t he 
anterior dorsal part of the rostrum where the nasal bone is situated (PI. 3, fig. I , N.) 
and continues dorsallv, round the orbit following the ridge of the frontal, then turns 
outwards just behind the eye, where it comes very close to the infraorbital canal, 
and possibly joins with it. According to the terminology of Bertin the supraorbital 
series is the anterior part of t he ‘ ran gee I \ This series can be more or less distinctly 
followed on the specimens in the British Museum. 

It is rather clear that in Eury pharynx the supraorbital canalis connected with the 
nasals and the ridges of the frontals. 

The, ethmoid commissure. -A series of apparently eight papillae extends across the 
dorsal side of the ethmoid region between the two nasal bones. This is rather distinct 
in one of the specimens of the British Museum. Bertin does not show this series. 

The infraorbital series. -The course of the infraorbital series is unusual. The 
main series of papillae (in groups of four or five alternating with single papillae) 
runs along the edge of the bone forming the upper jaw. Zugmayer (1911, pi. iv, 
fig. 3, p. 92) shows it very distinctly and describes it as a series disposed along the 
edge of the upper jaw. The series arises on the ventral side of the head under the eye, 
where the two rami of the upper jaw articulate ; then extends backwards close to the 
edge of the mouth and terminates before reaching the hind end of the jaw. In the 
young specimen of Eurypkarynx (p. 301) it extends for about three quarters of the 
length of the upper jaw (Bertin calls it 4 tangle VI ’). 
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Several (four or five) papillae, apparently of this series, are found on the ventral 
side of the head in front of the eye, and three papillae form a branch ascending behind 
the eye to the upper hind edge of the orbit wh'To the splienotic is situated (1*1. 3, 
fig. 1, S.). From this point t his branch turns sharply backwards along the < dge of the 
sphenotie and pterotie (single papillae), where it conu s very close to the supraorbital 
canal. 

Lateral line of the body. — Behind the cranium a senes (single papillae alternating 
with groups of papillae) extends along the dorse-lateral side of the body to the end 
of the tail forming the lateral line of the body (‘ rangee If ’ in Bert in’s'figure). As 
the supraorbital and the infraorbital series lie very close together, it is difficult to 
say which of these series is prolonged into the main lateral line series. 

Quadra to-jugal or prcopercular series.- A series of single papillae runs along tin* 
Huspensorium from somewhere near the eye (its anterior extension is not clear) to the 
articulation of the suspensorium with the lower jaw (Bertm calls this series 
k rangee V ’). It may correspond 1 o the proximal part of the preopereulo-mandibular 
line or to the quadrate-jugal pit line or the vertical pit lino of the cheek of Osteolepis. 
In the adult Ash this senes lies close to the infraorbital series, following the edge 
of the mouth dorso-jHisteriorly to the infraorbital seri« s ; in the larva it extends 
along the dorso-posterior (‘dge of the suspensorium. 

Occipital commissure. -A series of single* papillae extends from the hind edge 
of each pt erotic obliquely backwards and towards the mid-dorsal line, but terminates 
before* reaching this line, so that it does not meet its fellow. 

Beside tlu* occipital commissure, two more rather irregular series of papillae 
can lx* distinguished : one* along tin* dorsal side* of the pterotie, and the other disposed 
more or le\ss across the skull in the region of tie* parietals. None of these serie\s is 
shown by Bert in, though it is possible that one of them corresponds to the oblique 
series of papillae behind the eye', which Bert in calls ‘seconder bouele ’ of the 
’ rangee* I '. 

Finally, there are two more series of single' organs the homology of which is not 
clear. One* extends from the hind e*elge of the pterotie (the* skin in the specimen] 
e*xaminoel is broke*n, and the origin of this series is not visible) and extends bae*kwatds 
between the* suspensorium and the vertebral column, and then along the upper e*dge* 
e>f the branchial ape rt ure*. It terminates just in front of the pectoral fin. This series 
e*orr<*spemels to Berlin’s k rangee* IV \ 

The* other series extends along the middle ridge of the* back from just behind the 
cranium to the anterior e*nd of the ele>rsal tin (Bertin’s ‘rangee 111 ’). The* latter 
series has ne> connection with the skeleton, and from Bert in’s (1934, p. 59, fig. 44) 
description and figure this se*ries is completely absent in Sacco pharynx. 

It is perhaps important to stress that in Lyome*ri no series of sense organs along 
the lowe*r jaw is found. Brauer (1906) and Zugmayer (1911) de> not show any such 
series on their care ful coloured plates, and Zugmayer (1911, p. 92) describing the 
sensory canal system of Eurypharynx does not mention this se*ries ; neither does 
Bertin (1934) show it in his diagrams or mention it in the description e*ithe*r of 
Eurypharynx or of Sacco pharynx. Unfortunately, in the adult specimens examined 
the skin of the lower jaw is completely missing, and the absence of this scries 
could not be verified. 1 could find no trace of it in the young Eurypharynx (p. 301). 

Summary. —Little is known about the sensory canal system of Lyomeri. From 
an external incomplete examination series of papillae corresponding to the supra¬ 
orbital and infraorbital canals can be distinguished. The supraorbital series extend 
over the nasals and the frontals. The largest and most important part of the infra- 
JOURN. LINN. 800.—ZOOLOGY, VOL. XU, 23 
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orbital canal (consisting of groups of papillae) follows closely the edge of the bone 
forming t he upper jaw ; a branch of apparently the same series, extends along the edge 
of the sphenotie and pterotic, and consists of single papillae. There are two series 
running from the posterior edge of the orbit- backwards ; one along the suspensorium, 
the other dorsally to it, across the cheek to the branchial region. There is no lateral 
line along the mandible. The main lateral line of the body originates near the 
]x>sterior edge of the orbit where the supraorbital, infraorbital and the two series 
running along the suspensorium and dorsally to it all join very close together. It is 
not clear from which of these series the main lateral line arises. 

Dermal bones connected with the lateral line system. —In Eurypharynx the bones 
connected with the sensory canal and pit liniae systems, the nasals, front als, parietals, 
dermal pterotics, can be distinguished. There is possibly also a dermal sphenotie 
(p. 319). There are no separate orbital series of bones, but it seems possible that 
the infraorbitals are fused with the anterior end of the upjKT jaw. There is no 
preoperculuin ; the structure of the lower jaw does not suggest any connection between 
its bones by a sensory canal. 



Text-fig. 9.—Pectoral fin of Eurypharynx pclicanoides. Right side. About x 15. Diagrammatic. 

B. t posterior end of the branchial fold ; L ., lobe of the pectoral fin ; 

P., pectoral fin ; R. f fin-rays. 

(d) The skeletons of the pectoral girdle , of the vertebral column , and of unpaired 
fins - Shoulder girdle and skeleton of pectoral fins (text-fig. 9).—The pectoral fins of 
Lyomeri are supported by fleshy peduncles markedly projecting beyond the sides 
of the body. Their skeletons and the skeleton of the pectoral girdle have never been 
described. Unfortunately, the clarified specimen of Eurypharynx which I studied 
has the branchial and pectoral parts in poor condition. It is clear however, 
in this specimen that the pectoral fins have lobate basal parts, and that the left 
and right pieces of the shoulder girdle are probably disconnected. More details of 
these structures are given in the description of Saccopharynx (p. 335) *. 

The vertebral column (text-figs. 10, II). Nussbaum-Hilarowicz (1923, pp. 58-60, 
pi. viii, figs. 3-5, 12-16) lias studied the structure of the vertebral column of Eury¬ 
pharynx in prepared sections. The main points of his study can be thus summarized. 
The notochord is }>ersistent in adult sjwcimens and only surrounded by osseous 
cylinders representing the centra of vertebrae. The notochord extends, apparently 
without any interruption, from the base of the cranium to the tip of the tail. The 
tissue of the notochord consists of vacuolated cells. A canal, or an oblong cavity, 
is found at the centre of the chorda between its cells ; and extends through the whole 
length of the notochord. The elastiea chordae, homogenous in structure, is rather 
thick, end also persists through the whole length of the notochord. No epithelium 
pf the notochord was found. The outer shell of the vertebrae is formed by bony 

* Roe Trhemavin 1946 a, 
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Text-fig. 10. - Vertebrae of Kimipharytu pehcanoulea. Uiagraummt i<\ > about 15. 

figure on the loft shows the first vertebra soon from tho loft side* and from abovo , 
figures show tho 1st, 2nd, 26th, 36th and 77th vertebrae from tho left side The 
show file ordinal number of the vertebrae. 

d., dorsal ridge of the vertebra, n. dorsal process (nouropophysis) ; //., ventral 

fhaornapophvMs) , r , ventral ridges. 



I'pper 
the? next 
numbers 

process 


Text-fig. 11.—56th and 57th vertebrae of Eurypharynx pelicanoides and the skeleton 
of tho unpaired fins of their region. Right side x about 15. Di&gramnlatie. 
p\, fin-rays ; If., radials. 





326 


V. V. TCIiERNAVIN ON 


tissue with elongated cells. In the basal part of each neurapophysis and haemapopby- 
sis a small hyalme cartilage is found. This cartilage is enveloped by a homogeneous 
bony tissue ( loc . cit. p. 59, pi. viii, fig. 10). 

According to Nussbaum-Hilarowiez, in the posterior part of the tail the vertebral 
column is very much reduced, and formed by a continuous long tubule with a central 
cavity which is continuous with the central canal of the notochord (pi. viii, fig. 13). 

From the morphological point of view the vertebrae in the small specimen I 
studied can thus be' described. The bodies of the vertebrae, except the>se in the 
postericr part of the tail, have the shape of cylinders only slightly narrowing in the* 
middle (hour-glass shaped). Their long shells are very thin and easily defermtd 
in preservation. They have paired longitudinal dorsal and ventral ridges and paired 
processes, the latter probably representing the mural and haemal processes. These 
ridges and processes are differently developed in different vertebrae. The tips 
of the paired processes dive rge and never meet their fellows of the other side. Thus 
the neural canal has no bony supports from above 4 , and the 4 haemal canal has no bony 
supports from beneath. As these' processes are vc 4 ry narrow, the walls of both e*arsals 
are mostly membraneous. There are no neural, nor haemal spines. 

The first vertebra (text dig. 10) is only slightly longer than deep. A pair of lamelli- 
form longitudinal ridges extend along its dorsal side 4 (r/.). Slightly in front of the 4 
middle of the vertebra a pair of dorsal processes (w.) arise 4 . These processes are 
thin and triangular ; laterally they are confluent with the dorsal ridges. The ses 
processes, possibfy together with the dorsal ridges, represent the newopophyses. 
The* tips of these processes (on the left and right side) art 4 widely separated from 
one another. A pair of longitudinal thin ridges or lamellae (v.) extend along the ven¬ 
tral side of the vertebra, they are deeper at the ends of the vertebra and lower 
at its middle. These ventral lamellae bear no processes corresponding to those 
of the* dorsal side. 

The second vertebra (text-fig. 10) is noticeably longer than the first, and as deep 
as the first vertebra at its posterior end. If has dorsal ridges (d.) similar to those 
of the first vertebra, but its dorsal processes (n.) arc much narrower, rod-like, narrowing 
into a thread at their tips. In the clarified specimen which I studied, the base of 
each of these processes appears double, with a triangular space, not stained with 
alizarin, between the roots of the process. These triangular spaces correspond 
probably to the cartilage enclosed between the roots of the processes, as described 
by Nussbaum-Hilarowicz (1923, pi. viii, fig. l(i). The ventral ridges on each side 4 
are inte rrupted in the middle, each ridge forming two separated triangular lamellae 4 (r.). 

The next 23 vertebrae are in size and structure similar to the second vertebra, 
varying only slightly in the development of the dorsal processes and ve ntral rielges. 

The 26th vertebra (text-fig. 10), which is approximately opposite 4 the 4 anus, differs 
from those in front of it by having smaller and more widely separated ventral trian¬ 
gular lamellae ( v .), and by having a pair of small ventral processes (h.) corresponding 
in position to the dorsal processes (n.) ; they are probably the haomapophyses. 
In the three next vertebrae these ventral processes become gradually longer and 
attain the size of the dorsal processes, and even become longer than t he dorsal processes 
in the vertebrae situated posteriorly. The shape and structure of these ventral 
processes are extremely like those of the dorsal processes described in the second 
vertebra. Such a vertebra, the 36th, is shown in text-fig. 10. 

At about the 50th vertebra (text-fig. 11) the vertebrae become gradually less deep, 
their dorsal and ventral ridges less developed and the processes smaller. The 
77th vertebra (fhown on text-fig. 10) is of the same length as the second vertebra, 
but its diameter is about three and a half times as small. Its ossifk d shell is very 
thin. At about the 90th vertebra the alizarin has hardly at all stained the shells 
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of the vertebrae, and it soems doubtful whether there is any ossification whatever 
round t ho notochord at the posterior part of the tail. Only very indistinct subdivisions 
of the vertebral column could be seen in this region. Including them the numbers 
of vertebrae in this specimen is estimated as 100. The vertebral column ends 
posteriorly with a thin and small threadlike projection, which is not turned upwards. 
No hypurals could be seen in the sj>ecimcn studied by me. 

According to Nussbaum-llilarowicz (p. <30, pi. viii, figs. 12, 13), sections through 
the tip of the tail in the region of the caudal organ show that there is a rather large 
cartilage compressed from side to side. This cartilage is completely separated trom 
the vertebral column and forms the axis of the swollen part of the tail ; it lies 
dorsally to the vertebral column. 

Bert in (1934, fig. 7) shows the posterior end of the vertebral column consisting 
of rather stout and short- well-loaned vertebrae, ending in a long process forked 
posteriorly. The upper branch oi this fork he styles as urostilo, and the lower branch 
as liypural. This figure disagrees, however, with Bert in’s own description of tliis 
structure on p. 20 of the same paper. 

Ribs, epineurals, epiconirals and plourocentrals are absent. 

a Skeleton of tin unpaired fmb (text-fig 11).—The skeleton of the impaired fins 
in E ary pharynx was described by (Jill and Ryder (1883), Nussbaum-llilarowicz 
(1923), and Berlin (1934) ; the latter writer showed the structure of these elements 
in figures. 

hi the small specimen which l studied, the skeleton oi the unpaired tins is thus 
formed. The fin-lavs (F.) are tender and flexible, each fin-ray consisting of a pair 
of rays (right and left) which me not {used together (compare Berlin, 1934, fig. 10). 
The proximal ends of the rays are broadened and denticulated, forming projections 
for muscular attachment. The. distal ends of the rays are filament-like. In the 
sjK'cjinen clarified and stained with alizarin the rays are coloured bright red. This 
suggests that they are well ossified. Under a nucioscope the rays appear of homo¬ 
geneous structure; no bone-cells could be seen, the rays arc unbranched and unjointed 
(not segmented), no trace ot lepidotrichia are visible. All Jin-ravs of the doTsal 
and anal fins have the same structure, and differ only in size. 

How can these rays be compared with the fin-rays of other fishes i They arc* 
apparently well ossified but have no sign ot transverse divisions, and thus cannot 
be regarded as lepidotriehia. Being soft, flexible and unsegmented they recall the 
ceratotrichia, but are bony, while* the main characteristic of ceratotriehia is that 
they 4 never become ossified ’ (Goodrich, 1904, p. 409). 

The radial elements of the dorsal and anal tins differ in size but not in structure*. 
Each tin-ray is supported by a single, compound, radial element. A radial element 
consists of two segments united by a cartilage. The proximal segment (corresponding 
to the first radial) originates medially at some distance from the vertebia and e xtends 
obliquely backwards and towards the* surface of the body ; the distal segment 
(corresponding apparently to the second radial) extends backwards along the outer 
edge of the body (on the ventral and dorsal sides). Each of the segments has ail 
externally ossified shaft ; the portion between the segments is cartilaginous. 1 could 
not see any division in this portion. The proximal and distal ends of the radial 
(consisting of two segments) are cartilaginous. The proximal ends oi the raclials 
arc* not attached to the neuropophyses, or haemapophyses. The distal end oi each 
radial is attached by a ligament to the cartilaginous middle portion of the next radial. 

1 could not find a third radial segment, or a third radial, described and figured bv 
Bert in (1934, p. 20, fig. lfi). 

In the specimen which 1 studied many rays and their radials are missing m the* 
anterior part of the body, and 1 could not- examine their relation to the vertebial 
column all along its length. In the part of the body which was in sufficiently good 
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condition the anal fin-rays are metamerically disposed, two rays corresponding 
to one vertebra. But the dorsal rays are more numerous, and their disposition 
does not well agree with the vertebrae. For instance, between the 47th and 
56th vertebrae (10 vertebrae) I counted 19 anal and 26 dorsal fin-rays. (Compare 
Bertin, 1934, p. 20, figs. 13, 14, 15, 19.) 


3. The Skeleton of Saccopharynx. 

Little is known about the skeleton of Saccopharynx. Some remarks on it are 
to be found in Gunther’s (1887) and Girard’s (1895) descriptions of this fish. Regan 
(1912 a) gave a primitive diagram of the dorsal view of the cranium of Saccopharynx. 
Bertin (1934, pp. 39, 40, tig. 34) apparently copied this diagram with a few alterations 
and gave an original figure (fig. 35) of the jaws and the suspensorium of Sacco¬ 
pharynx. The latter figure does not show the structure of the elements concerned, 
nor give an accurate idea of their mutual disposition. Berlin’s description of the 
skull of Saccopharynx deals mostly with the dimensions of its parts but not with their 
structure. 


(a) The skull .—The main peculiarities of the head and the skull of Saccopharynx 
are given on p. 302. The structure of the head is in general similar to that of 
Eurypharynx, but differs substantially in detail. The Saccopharynx has five 
visceral clefts and four gills. The vomer and parasphenoid are absent. The 
mm. obliqui of the eye arise from cartilages separate from the chondrocranium. 
The ethmoid region is narrow and long and covered by a membrane bone. 

The most important difference in the structure of the head of Saccopharynx 
from that of Eurypharynx is the differently built branchial apparatus, and a few 
words must be said on this structure before its skeleton is described. 

The branchial apparatus of Saccopharynx can thus be briefly described 

The branchial clefts are of unusual shape '(PI. 2, fig. 2) ; they are horizontally 
(not vertically) elongated holes, not compressed from side to side, as usually in fishes. 
The septa between the clefts are rounded, fleshy bars ; they are widely separated 
from each other by the broad clefts. There are no gill-rakers. A muscular band 
extends along the dorsal edge of the visceral clefts, a similar band extends along 
their ventral edge. These two muscular bands meet each other in front of the anterior 
visceral cleft, and behind the last one, surrounding thus the five visceral clefts and 
forming a kind of muscular sphincter. The septa between the clefts are attached 
dorsally and ventrally to these muscular bands. According to Gunther (1887, p. 259) 
the septa between the clefts are supported by cartilaginous rods and thus correspond 
to the visceral arches or rather to semi-arches, for those of the left and right side of the 
body do not meet each other ventrally, and are separated by the ventral wall of the 
body, which is very extensible. There are no basal skeletal elements uniting the 
semi-arches of the left and right sides. 

Owing to such a structure the visceral septa look like narrow bridges arching 
over a single long horizontal slit. 

The anterior cleft is much compressed dorso-ventrally, and is not visible unless 
the branchial apparatus is extended (as shown in PI. 2, fig. 2). The first septum 
is knee-shaped with its apex directed forwards. The second cleft is much longer 
and deeper ; the septum behind it is nearly straight; the third cleft is about as long 
as deep, and the septum behind it is similar to the second septum. The fourth cleft 
is the largest, about three times as long as deep ; the fourth septum is knee-shaped, 
with its apex turned backwards. 
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The dorsal and vvnlral muscular bands t xluuk d along the visceral clefts join 
together behind the fourth septum, and the wall of the pharynx is not p'rforated 
behind this septum, which bridges over the pharyngeal wall, where an indistinct 
fold is formed. The significance of this fold is not- clear. 

At some distance behind the fourth septum there is another sack-shaped fold, 
which possibly is a rudiment of the fifth septum and arch (PI. 2, fig. 2). 

All five clefts are surrounded from the outside by a fold of integuments (text- 
lig. 12). This fold is longer anteriorly and dorsal Jv than posteriorly and vent rally 
it forms (on each side) a kind of imperfect branchial chamber, with an aperture, 
which cannot be closed and through which parts of the second, third and fourth 
arches are visible. This fold is not supplied by bones. 

T could see only one hemibranch on each ot the foui septa. The specimen which 
1 examined is in jioor condition and 1 could not count- the branchial filaments nor 
study their structure. 

The visceral skeleton .—The general structure of the suspensorium and jaws of 
Sacco pharynx is similar to t hat of Eurypharynx (text digs d, 5). They differ, however, 
in proportion and in some details. The jaws and the suspensorium an' shorter, 
the mandible being nearly three' times as long as the cranium When the mouth is 



Text-fig. 12.- -Left branchial chamber and the pectoral fin of Saccopharynx ampullaceu* 
Through the branchial aperture the first, second and third branchial arches can be seen. 
Branchial clefts black. Semi-diagrammatic. 55. 

shut and the posterior end of the susp*nsorium is directed down and backwards, 
the mandibulo-quadrate articulation lies on the vertical line ol the tenth vertebra. 
The elements of the jaws and of the suspensorium are heavier built than in Enry- 
pharynx and the jaws bear large, curved teeth. 

The hyomandibular (textdig. IS, H.) articulates with the cranium by a single 
condyle received into a deep socket on the ventral side of the cranium. The shaft 
of the hyomandibular is subcylindric, only partly ossified, mainly along its surface. 
The distal end of the hyomandibular is cartilaginous, and apparently articulates by 
harmony with the exactly similar proximal end of the quadrate. The method of this 
articulation is obscured in the specimen which I studied by the attempts of earliei 
investigators to prove that the quadrate * is capable of being swung in all directions ' ; 
the cartilage and all bones in this part of the suspensoiium are broken. 

A strong and well-ossified lamella ( l .) extends medially from t he proximal end of the 
hyomandibular, along its shaft and further down to about half the, length of the 
quadrate. This lamella is firmly and immovably attached to the inner side of the 
shaft of the hyomandibular along its whole length and also to a large part of 
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the quadrate. The main body of this lamella is triangular-shaped with its apex 
lying closely under the articulating condyle of tho hyomandibular. The large 
m. adductor mandibulae arises partly from this lamella. 

Close to the articulating condule of the hyomandibular and posteriorly to the 
main rod of this bone, it is perforated by a nerve, which presumably is either the 
truncus lnjo mandibular is vii, or the n. rnandibularis interims. 

A rod-like ossification (x.) lies laterally to the hyomandibular and extends along 
the quadrate. Its proximal end is very thin and firmly attached to (apparently 
fuse d with) the proximal part of the hyomandibular ; its distal end is attached to the 
quadrate*. I find no grounds for judgment whether this rod is a second limb of the 
hyomandibular or not. 

Both the medial lamella of tho hyomandibular (L) and the well ossified rod-like 
element (x.) extend over the hyomandibulo-quadrate articulation and both are firmly 
united with the hyomandibular and the quadrate. This makes the movements of the 
hyomandibulo-quadrate articulation imj>ossible. 

The re is no processus opercularis. 



Tkxt-fiu. 13.—Susponaorium mandibulae and the jaws of Sacco pharynx ampullaceus. Diagram¬ 
matic. Enlarged. The teoili are lost in the specimen from which tho fignro is made and are 
not shown in the figure. The suspensorium in this specimen is broken in the region where 
the quadrate joins tho hyomandibular. 

A ., the posterior bone of the lower jaw ; D. y tho anterior bone of the upper jaw ; H. t hyoman¬ 
dibular ; Q., quadrate ; U.J., upper jaw bone ; 6c., cartilaginous opiphysos of the quadrate 
and hyomandibular (broken in the specimen figured). foramen for the r. rnandibularis 
internum of the facial nerve ; Z., lamella of the hyomandibular ; pa., ossified tendon of the 
in. abductor mandibulae ; a*., bone co-ossified with the hyomandibular and the quadrate 
(metapterygoid ?, socond limb of the hyomandibular ?). 

The quadrate is a long rod similar to tho main rod of the hyomandibular. Its end 
articulating with the hyomandibular is cartilaginous but ossified on the surface ; 
its lower end is well ossific d and forms a double rotatory diarthrosis for articulating 
with the mandible. The quadrate is strengthened by two narrow lamellae which 
extend along its posterio-dorsal and anterio-ventral surfaces. These lamellae are 
apparently fused with the lamella of the hyomandibular (in the specimen whioh I 
studied they are broken). 
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The mandible consists ol three parts which can be readily distinguished., the 
very long, curved and rod-like* anterior part (D.) \\ r hich bears teeth and corresponds 
in jxisition to the dentary ; the* short posterior part (A.), whi» h articulates with flu* 
quadrate* and serves lor the* insertion of the m adductor ntandtbulae : the third part 
is Meckel’s cartilage*. The rod-hke anterior part bears teeth on its inner 
surface, it extends from the tip of the mandible to near the rnandibulo-quadrate 
articulation. The anterior y ot this bone are tubular, closed .ill mund, and only the 
posterior J becomes boat-shaped and hold Meckel's cartilage from beneath, and 
partly ensheaths it. The posterior end oi the* mandible extends posteriorly beyond 
the articulation with the quadiato, where a strong tendon of the muscle abductor 
mandibular inserts into the posterior end of the mandible This tendon is partl\ 
ossified, forming a long narrow bone (p.a .) lying behind and parallel to the quadrate. 
The posterior bone of the mandible is apparently a compound bone, but then* is no 
evidence for a judgment on the homology of its parts, 'flu ie is no sign of connection 
of the bones forming the mandible with the lateral Inn* system. 

The m. adductor mandibular inserts by several ligaments to the inner surface of tin * 
posterior bone of the mandible in front of flu* articulation of the hitter with the quad¬ 
rate. This musele has no part extending along the mandible itself. 

The two rami of the mandible articulate movable m the mental symphysis , 
this articulation is not loose. 

The upper jaw ( U.J .). The general shape and structure and the relation to the 
cranium and the suKpensorium ot the upper jaw of Saceopharynj are similar* to those 
of Eurypharyux (p. 311), but the bone is heavier and its si met me is more* evident. 
Its anterior part hears teeth on the medial, inner surface* of the bone The teeth 
are movable and st t m sockets ; the bony substance found each socket is thickened 
Along the outer (lateral) side of the anterior part of tins bone there are indistinct 
traces of a canal enclosed in the* bone*, similar to those found in tip* dentary of ft 1 costs. 
As the infraorbital branch of the lateral line system extends over this part of tin* upper 
jaw, there is icasou to supjxixe that the lateral anterior part of Ik* up]x*r jaw may 
correspond to the suborbitals. 

The posterior part of this bone is much heavier and its hind end is compressed 
from side to side. This part of the bone consists of a cartilage-like tissue and is 
ossified round its surface only. The two rami of the upper jaw articulate under tin* 
cranium in the region of tile eyes. The tips of the rami art* attached by a strong 
ligament to the ctanium (text-tigs. 4, 5, L.). 

The posterior end of the up]>er jaw lies medially to the triangular lamella ot the 
hyomandibular, to the quadrate and to tin* mandible. It is attached by a strong 
ligament to the medial surface of the quadrate, close to tin* aitimlation of the latter 
with the mandible. Thus tin* rnandibulo-quadrate articulation lies laterally to the 
upper jaw'. The m. adductor mandibular : is also situated laterally to the upper jaw r . 
This muscle has a separate ]X)i*tion which inserts laterally into tin* hind end ol the 
upper jaw by moans of a long ligament. 

The medial position of the up]x*r jaw, its relation to the hyomandibular, quadrate, 
mandible, to the m. adductor mandibular, and to the infraorbital branch of the lateral 
line system suggests that a part of it corresponds to tin* palatine, and that the sub¬ 
orbitals may have taken part in the formation of its anterior lateral edge. 

According to Regan (1912 a, p. .‘148), the upper jaw of Sacco pharynx is the 
‘ praemaxillo-maxillary \ and the mandible is formed by the dentaiy, artieulare and 
angular?. According to Bert in (1934, pp. 4, 7, 40. tig. 35), both jaws of Saccopharynx 
are in a state of cartilage, the upper jaw being a k maxi 1 hurt* \ 

The structure of the suspensorium and of the upper jaw are so similar to those* 
of Eurypharyux that there can be no doubt that the elements concerned are homo¬ 
logous in both fishes. There are also no ventral hyoid elements attached to the 
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suspensorium mandibuiae and there is no trace of opercular series (operculum, 
suboperculum and interoperculum absent) ; there is no preopercle, and no branchio- 
stegals. (Regan’s statement, 1912 a, p. 348), that the branchiostegals are vestigial, 
is not correct.) 

Less clear is the homology of the visceral elements and arches supporting the 
septa of these clefts. The presence of the told behind the fourth septum, anti the 
fact that the cleft behind the fourth septum is almost entirely closed, suggest that 
the posterior part of the branchial apparatus of Saccopharynx is reduced and that the 
posterior branchial cleft was lost. 

It seems thus that the anterior visceral cleft and holobranch m Saccopharynx 
are homologous with those of Eurpharynx ; their nature is not clear, and can be 
established only by the study of the relations of the cephalic nerves to the visceral 
arches. Unfortunately these nerves are completely torn off in the specimen of 
Saccopharynx which 1 have in hand. 

The branchial skeleton of Saccopharynx has not attracted the attention of earlier 
writers. Gunther (1887, p. 259) describes five branchial arches in Saccopharynx 
and their skeleton as ‘extremely slender, merely thin cartilaginous rods with an 
indistinct kneo-sliaped bend ’ ; Regan (1912 a, p. 348) does not mention the number 
of arches, but says that these arches are ‘little ossified \ It must be noticed that 
Gunther and Regan described the same specimen ; Bert in, 1934, in his monograph 
on Lyomeri does not mention at all the branchial skeleton of Saccopharynx 

The Neurocranium (PL 3, figs. 3, 4).—The chondrocranium is largely unossified 
and its parts are movably articulated. Two dorsal processes of the basioccipital 
articulate movably with the lateral occipital)*, and the processes of the prootics 
articulate movably with the processes of the splienoties. The structure of the rool 
of the chondrocranium covered for the greater part with bones lias not- been studied. 
It is clear, however, that the primordial cartilage of this roof has no division corre¬ 
sponding to the supraoccipital. Two cartilages, separate from the chondrocranium, 
are situated at the anterior edge of the orbit, and serve for the attachment of the 
mm. obliqui of the eyes. These cartilages correspond possibly to the lateral ethmoids . 
they are absent in Envy pharynx. 

The neurocranium has not Ix'en dissected nor clarified ; thus the extension of the 
cranial cavity and the structure of the auditory organs are not known. It seems 
clear, however, that the brain ease extends anteriorly above the orbital region. 
The position of the optical and olfactory nerves could not be examined in the mut ilated 
specimen which I studied. There are no grooves in the skull for lodging the olfactory 
organs. The interorbital cartilage 1 is low (no projier interorbital septum), and there 
is no myodome. 

The occipital region (PI. 3, figs. 3, 4) consists of the same three elements as in 
Eurypharynx ; the basioccipital and the two lateral occipitals. There is no supra¬ 
occipital. The oblique position of the foramen magnum is similar to that of Eury¬ 
pharynx. The n. vagus , and apparently the n. glossopfmryngeus , pass througli a 
foramen between the basioccipital and the lateral occipital. The lateral occipital 
has a depression for the passage of t his nerve, or nerves (PI. 3, fig. 4). In Eurypharynx 
the foramen for the nerves of the vagus group perforates the lateral occipital 
(PL 3, figs. 1, 2). 

The articulating surface of the basioccipital is deeply concave, funnel-shaped. 
The anterior end of the notochord persists through at least half the length of the 
basioccipital. Bert in calls the concave articulating facet of the basioccipital : 
‘ Punique condyle d’articulation avec la premiere vertebre ’ ; however, no condyle 
was found in the specimen which I studied. 

The absence of the supraoccipital (PI. 8, fig. 3) is most clear. The two lateral 
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occipital s unite by harmony above the foramen magnum , and. leave no space for the 
supraoocipital ; there are no medial ossifications or divisions hi the primordial car¬ 
tilage of the ehondroeranium in front of the foramen magnum. In a little sketch 
of the Saccopharynx skull, I)r Regan (1912 a, p. 34S, fig. B) shows a very small spot 
dividing tin* two lateral occipitals above X he foramen magnum , he calls it the supra- 
oecipital. 1 examined very carefully under a microscope the skull of the same 
specimen of Saccopharynx which Dr. Regan described and figured (the only one 
dissected m the British Museum) and could not find any trace of the supraoocipital. 
Bertin (1934, p. 39, lig. 34) describes tlie supraoocipital of Saccopharynx as ‘ Ires 
petit' \ but does not show it in lus figure, and does not mention it m the legend to his 
figure, where all other bones are referred to 

There is no supraooeipital in Byomen 

The ha,siuccipital ( B ) (PI 3, iigs 3, 4) a huge and well ossified bone As 
in Eurypharynx , a largo ]>art ot this bone extends posteriorly beyond the edge of the 
foramen magnum and has ver\ mueh the stiucture of a vertebra It is shajied 
as a hollow cylinder eonfaining the notochoid, and has two pairs of processes, a dorsal 
and a ventral pair, eorresponding to the neural and haemal processes of a vertebra. 
The dorsal processes (PI. 3, fig. 3, BD.) form part of the walls of the neural canal, 
1 lie ventral processes (PI. 3, fig. 4, iJF.) play the role of the haemal arches in serving 
for the insert ment of the lateral muscles of the body Ln the groove between these 
pioeesses the medial dorsal aorta is possibly lodged. But 1 could not verify it in the 
mutilated specimen which J studied. Lt tan be mentioned h<*ic that, according to 
Xussbanm-Hilarowie/. (1923, p. 70), there is probabh a paii <>f cerebrospinal nerves 
b tw 'en the niveleneephalon and neural cord in Euryphanpu 

The dorsal processes of the basioecipital (BD.) arc short and stout cylinders 
articulating with the lower ends of the lateral occipitals The ailn*ulating surfaces 
of 1 lu s< processes and of the lateral occipitals are deeply eonca\e, and < nelose between 
them a globular piece of gelatinous tissue This articulation is clearly a movable 
oik'. The ventral processes of the basioecipit al (BY.) ate stout and long. The 
proximal parts of these processes an' well ossified, their distal parts consist ot car¬ 
tilage In PI 3, fig 4, the cartilaginous part of the left process is lemovcd to show' 
the stiucture of tin* ossified part. The lateral muscles of the body are inserted 
into the cartilage of this process and serve lor depressing the cranium. 

The ventral anterior part of the basioeeipital of Saccopharynx is markedly shorter 
and broader than in Eurypharynx. 

Tlie basioeeipital articulates ventralJy with the proofics by synchondrosis ; 
this articulation is movable owing lo the elasticity of the intermediate cartilage. 

The lateral occipitals.- The position and shape of the lateral occipitals are shown 
m PI. 3, figs. 3, 4. Dorsally they articulate by synchondrosis with the epiotics and 
cartilage pi erotics, vent rally and posteriorly with the cartilage pterotios. The 
foramen (J.) for the nerve of the vagus group separates them vent rally from the 
basioeeipital and permits a greater mobility to their dorsal articulation with the 
latter bone. 

The otic region (PI. 3, figs. 3, 4) consists of the same five pairs of cartilage-bones 
as in Eurypharynx ; the pterotics (fused with their dermal pterotios) (PT.) ; the 
epiotics ( E .), the sphenoties (S.), and the proof ics (P.). Then' are no opithotics, 
no alisphenoids and no basisphenoid. 

The pterotics (PT.) (PI. 3, figs. 3, 4).—Each pt erotic consists of two parts fused 
together ; the cart ilage-pterotic (the name is used here as by de Beer, 1937, pp. 127 
132, 139, 160, and is equivalent to the ‘ opisthoticum ’ of Holmgren and Stensio 
1936, pp. 490, 494, fig. 373), and the dermal part, the intertemporal, or the derma 
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pterotic. The earl ilage-pt erotic extends posteriorly beyond the dermal part. It can 
bo seen that ventrally the narrow dermal ossification of the pterotic extends over 
the sphenotie and is fused with the latter. Dorsally the dermal pterotic expands 
broadly over the side of the cranium. The relation of this part of the pterotic to the 
cartilage is not clear, but it apparently encloses a part of the infraorbital sensory 
canal. It appears that the dermal pi erotic of Saccopharyn x corresponds to the inter¬ 
temporal ilost-temporal In Eurypharynx these parts of the dermal pterotic and 
sphenotie are separate. 

The skeletal element between the lateral occipital and the pterotic which Regan 
(1912 a, p. 348, fig. A) figured and described as * epiolic \ and Bertin (1934, p. 39, 
fig. 34) called ‘ opisthotic \ does not exist (set* also p. 318). 

The sj)hr nodes (S.) (PI. 3, tigs. 3, 4) are large and well ossified. Dorsally the 
sphenotie a])]icars as a long narrow bone extending along the outer edge of the frontal. 
Ventrally and anteriorly it forms the posterior edge ot the orbit, and ventrally and 
posteriorly it forms the anterior part of the articulating groove for the condyle 
of the hvoniandibular. Inside this articulating groove the sphenotie is separated 
from the pterotic and from the prootic bv broad cartilage-bridges. The sphenotie, 
sends out ventrally and medially a strong process for articulation with a similar 
process of the proolie. The articulation surfaces of both these processes are of 
cartilage and the articulation is a mobile one. From the sculpture of this bone it 
seems probable that its out.ei * dge, fused with the dermal pterotic and forming its 
anterior extension, is a dermal bom* related to the infra-orbital canal. 

The epiotics (E.) (PI. 3, lig. 3) of Sac,copharynx do not extend as far forwards 
as in Eurypharynx. Anteriorly they almost reach the hinder edge of the frontals. 
There are no separate parietals in Saccopharynx. 

According to Regan (1912 a) and Bertin (1934), the bones described here as 
epiotics are ‘parietals’. The epiotie ' of Regan ( - ‘ opisthotic ’ Bertin) corre¬ 
sponds to the lateral part of the lateral occipital, the posterior part of the cartilage- 
pterotic, and to the cartilage dividing these bones. When the skull is examined 
dorsally, and is not properly cleaned, these elements protruding slightly backwards 
may be taken for a separate bone. 

The prootics (P.) (PI. 3, fig. 4) are disposed more posteriorly than in Eurypharynx, 
which corresponds to a more posterior position of the epiotics. Contrary to what 
is found in Eurypharynx, the prootics do not project medially into the interorbital 
region. The ventro-lateral processes of the prootics, articulating with the ventral 
processes of the sphenotios, are very strong. The prootics of the left and right sides 
are divided by a narrow strip of the cartilage of the cranial floor. The relations 
of the prootics to the m. trigeminus and facialis are similar to those found in Eury - 
pharynx. 

Regan (1912a) does not mention the prootics in Saccopharynx ; the bones des¬ 
cribed here as the prootics are not the ‘ prootics ’ of Bertin (1934, p. 39, fig. 34), 
which are the dermal parts of the pterotics. 

The orbital region. —The interorbital cartilage (EG.) (PI. 3, fig. 4) is long and 
narrow, it extends from the prootics to the anterior end of the skull, and its anterior 
part forms the rostrum. The interorbital part of this cartilage is rounded in cross- 
section, its ethmoid part is depressed dorso-ventrally. It has no lateral expansion 
in the anterior part ot the orbit, such as is found in Eurypharynx , from which in the 
latter fish the mm. obliqui of the eye arise. In Saccopharynx there are two separate 
small cartilages (EL.) in this part of the orbit, and from these cartilages arise the 
mm. obliqui . It seems possible that these cartilages correspond to the lateral 
ethmoids ; they are attached to the cranium by strong ligaments (l.) exten ding 
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anteriorly to the tip of the rostrum. There are no ossifications in the interorbital 
cartilage (no orbito-sphenoid). 

The eye is situated more* posteriorly t Jian in Eurypharynx ami the 1 orbit is protected 
from above mainly by the anterior expansion o{ the sphenotie. 0 

The floor of tlie orbital region (///.) between the interorbital cartilage and the 
sphonetics is membranous. Dorsally the brain extends over the orbital region. 

The ethmoid or rostral region. —The ethmoid region of t he cranium of Saecopharynx 
is elongated, forming a rostrum projecting m front of the orbits to more than a third 
the total length of the cranium, ft is formed by the anterior part of the cartilage 
which divides the orbits vent rally. Then* i^ nothing in tin* unifoim structure* of this 
cartilage which would suggest that, tlu* ethmoid rostrum of Saccopharynx is movable 
and pendant, as Regan (MM2 a, p. 34-8) described it 

Dorsally tI k* rostrum is covered with a dermal bone (ET.) (PL 3, fig. 3). The 
position and the extension of the olfactory organs and nerves could not be examined 
owing to the poor condition of the specimen which l studied. There* are no grooves 
in the cartilage for lodging these organs. 

Along the ventral side* of the rostro-interorbital cartilage, from its anterior end 
to about half tin* length of t he orbital region, extends a \try strong ligament which is 
inserted into t he tips of the bones fonnmg t Ik upper jaw. This ligament is attached 
anteriorly and from the sides to this eaitilage (the ligament had been removed when 
tig. 4- in PL 3 was made). 

('onr hones of (he nr nrocramum . — Beside the d< rmal parts of the pt erotics and 
possibly of the sphenot ies, a pair of iiontals and a supra-M hmojd arc found in the 
ncurocranium of Saeropharyn r. 

The supra-cthmnid (ET ) (rostralc-postrostrale, Mnlmgien and Stensio) is a long 
and narrow lx mi* extending 1mm the tip of the rostrum and covering dorsally the 
whole of the ef hmoido-rostral region. Its shape is shown in tig. 3, PL 3 Posteriorly 
it ovetlaps the anterior ends of the trout a Is. 

The frontals (F.) (PL 3, tig. 3).—A large part of the cranium, in trout of the 
epiotics up to tlu* supra-ethmoid is covered dorsally bv a single pair of large hones. 
They eorrespond, possibly, to both tlu* parietals and frontals of Eurypharynx , and 
could thus he called fronto-parietals. But their development is unknown, and there 
is no proof for such a suggestion. The front als meet each other at the medial line 
where they form a noticeable ridge. The dorsal ndges of the front als, which arc* 
usually found in tcleosts connected with tlu* supra-orbital lateral line, art* missing. 

No nasals were found in the mutilated specimen which l studied ; this does not 
prove, however, that the nasals are absent m Saccopharynx. 

There is no comer and no parasphenoid. - The* ventral surface* ot tlu* cranium of the 
specimen of Saccopharynx which l studied was undamaged along its medial line, and 
its examination shows clearly that the vomer and parasphenoid are absent in Sacco¬ 
pharynx. 

(b) The shoulder girdle and thx skeleton of the pectoral fins (text-fig. 14). 

The lobes of the pectorals are large (in proportion to tlu* size* of the* fin) and rounded, 
reminiscent of those of some Pedieulati. though differing from them substantially 
in structure. 

The skeleton of the shoulder girdle consists on either side of a single well-ossified 
V-shaped bone which is probably the scapular ($.), or scapular-coracoid. It is 
situated dee}) below the integuments and under tlu* lateral muscles of tlu* body. 
The scapulars on the left and right sides are completely disconnected from one 
another, and are not attached to the neurocranium by ligaments. Tlu* skeleton 
of the lobe is cartilaginous. On the lateral side of the scapular, where it bends, 
there is a well-formed groove for lodging the anterior cartilage of the lobe (a). This 
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cartilage articulates with the shoulder girdle laterally, not medially as in Pediculati 
(c/. Derjugin, 1910, pi. xxvii, fig. 15), and therefore the main bone of the shoulder 
girdle of Saccopharynx is not a cJeithmm. In the specimen I studied it is not clear 
whether the cartilage (b in text -fig. 14), joining distally to the cartilage «, is a distinct 
element or has become separated from the latter by injury. The main part of the 
pectoral lobe projecting from the body consists of a rather large curved cartilage (c.), 
and of two distal cartilages, the radials (7?.). The large curved cartilage (c.) has 
a subdivision (d.) which is not distinct. The radials (E.) do not articulate with 
the pectoral girdle and thus differ from all Actinopterygians. 

The structure of the pectoral girdle and of the skeleton of the pectoral fin is so 
peculiar that it deserves careful study of better material than that in my possession. 

The skeleton supporting the unpaired fins is generally similar to that of Eurypharynx 
and consists of similar elements (p. 327). I had no opportunity to study it in more 
detail. 

The vertebra#,. —As in Eurypharynx the vertebrae of Saccopharynx are ossified 
round their surface only ; the notochord is persistent through the vertebrae. Contrary 
to what is found in Eurypharynx , both the neural and haemal processes are present 
in all anterior vertebrae. The caudal part of the specimen which I studied was 



Text-pto. 14. —Skeleton of the pectoral girdle and pectoral fin of Sucxopharyru' 
ampullaceus. Loft side, x about 0. Diagrammatic, 
a., anterior cartilage supporting the lobe of tho pectoral fin ; b., part of the cartilage a separated 
from tho latter by injury (or a separate element of the lobe ?) ; c., the mam cartilage of tho 
lobe ; ri., indistinct subdivision in the cartilage e ; R., two radials ; r., fin rays (the fin rays 
m the specimen were broken and their number was not counted); S , the scapular or scapular- 
coracoid (well-ossified bone). Cartilages dotted. 

not dissected, and thus the caudal vertebrae were not examined. Gunther (1887, 
p. 259, pi. lxvi) described and figured two vertebrae of Saccopharynx. 

The ribs, epineurals, epicentrals and pleurocentrals are absent. 


4. General Characteristics of Lyomeri. 

From the data found in literature and from the present very incomplete study, 
the Lyomeri can thus be characterized :— 

As Prof. Hjort has discovered, the young Lyomeri are leptoeephalus-like. Their 
body is deep, compressed from side to side and relatively short. 

In specimens which have passed the leptocephalus stage, the body is much 
elongated, the tail being markedly longer than the trunk, tapering towards its 
posterior end. The anal and dorsal fins are long, extending to the posterior end 
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of tlu* body. There are no ventral fins nor girdles. A mid-ventral fold extends 
in front ot the anus to the membrane surrounding the branchial apparatus. The 
caudal I in is absent in large specimens, but ‘ veiy distinct ’ in small E urypharynx 
(Zugmayer, 1911, |). 90). The pectorals arc lobate. All the tin-rays an- soft, flexible, 
not branched, not segmented ; Ihe Ic-ft and right lialves of t lie fiii-rays aie not fused 
together. 

The cranium is small, articulating movahly with the first vertebra. The jaws 
are very long. The rami oi the upper jaw an* attached at their symphysis to the 
ventral surface of the skull by a strong ligament. The* anterior ends of the bones 
forming the upjier jaw reach to Ihe eentie of the pupil and extend backwards to the 
vertical lint* of at. least the 10th vert c hi a or fuither. The* suspensorium is long 
and narrow, slanting slightly down and extending backwards almost parallel to the 
vertebral column. The* branchial apparatus is separated from the* cranium and 
from the lower jaw : the* foremost visceral cleft being under the 12th vertebra, 
or further backwards. There an* no bones or ligaments, nor differentiated muscles 
uniting the gill arelies with the* cranium or with the lower jaw. There is no slit 
separating the hyomandibular fiom the* anterior part of flu* vertebral column, and 
the suspensorium is intimately united bv integuments with the anterior vertebrae, 
so that the movements of both structures arc* co-ordinated. There* are no ventral 
hyoid elements attached to the* hyomandibular. The branchial chambers are 
imperfect and only partly covered from the* outside by a fold of integument not 
supported by bones. Thus the external apertures of those chambers cannot be shut 
completely and the breathing process differs markedly from that usually found 
in Actinopterygians. The watei is probably pummel into the gill pouches by special 
muscles which arc* situated medially to the* branchial arches. 

The ventral parts of the branchial arches, the ventral aorta and the heart are not 
movable anterio-posteriorly (as they usually are in fishes), and there arc* no elements 
of the skeleton for sup]K>rting and protecting the* ventral aorta. 

There is no branehiostegal fold. There are no gill-rakers. 

The upper jav is depressed by a muscle (abductor mandibulae ), arising from the 
pterotic and inserting in the posterior end of the mandible. 

The lateral line* system lias sensory organs set on papillae projecting from the 
surface* oi the Ixidv. The re is no branch of the lateral line system along the lower 
jaw. The* infraorbital branch of this system extends along the anterior part of the 
upjK-r jaw. Be hind this branch two more* line's run parallel to the* suspensonum, one 
from the hind edge e>f the eye to Ihe* mamtihulo-quudratc articulation and the* second 
from the hind edge of the eye to the base* e>i the ]x*ctoral fin. 

Two narrow stri]x*s e*xte*nd along the side s of the* dorsal tin and ate supposed to be* 
luminous ; no similar structures ate* known in other fishes. There aie* no scales. 

The* kidney is single*. As in many either marine fishes, the* glomcniles Malpighi 
are* absent (Nussbaum-Hilarowicz, 1923, in E urypharynx). The gonoducts are* well 
develop'd in small and not ripe* spe c ime ns, uniting in an unpaire d canal which opens 
on a small papilla between the* vent and the urinal ajx*rtuie ; in ripe specimens the 
oviducts deteriorate and Ihe eggs fall into the cavity of the body, and arc* shed 
through the pore which corresponds to the external orifice of the impaired canal of 
young specimens (Nussbaum-Hilarowicz, 1923, p. 73). There are no pyloric 
appendages and no air bladder. 

Cartilage bones and cover bones arc* present. The cartilage bones arc* only 
partly ossified on the surface. The bones are with cells (Nussbaum-Hilarowicz, 1923). 
The notochord persists through all vertebrae and throughout half the basioccipital. 
The vertebral centra are ossified with the neural and haemal processes. The* distal 
ends of these processes are free and do not form arches. There are no ribs, 
epipleurals, epicentrals or pleurocentrals ; no spines. Radials supporting the un¬ 
paired fins consist of two segments (according to Bertin three segments) ; from two to 
three radials correspond to one vertebra. One dorsal or anal fin-ray corresponds to 



338 


V. V. TCHERNAVIN ON 


each radial. The pectoral girdle is separated from the cranium ; there is no cleithrum, 
supracleithrum, or post-temporal. The right and left parts of the pectoral girdle are 
completely separated from each other. There is only one ossification on each side 
of the pectoral girdle (scapular ?). The cartilage elements of the lobe of the pectoral 
fin join laterally to this bone (not medially). The radials do not articulate with the 
shoulder girdle, but with the basal elements of the pectoral lobe. The cranium is 
only partly ossified. Parts of the neurocranium are movably joined together. The 
lateral occipital articulate movably with the dorsal processes of the basioccipital, and 
the processes of the prooties with the ventral processes of the sphenotics. The brain 
case extends over the orbital region. There is no supraoccipital, and no ossifications 
corresponding to the lateral ethmoids ; there are no cartilage-opisthotics. No 
posterior not anterior myodomes ; no groove for lodging the olfactory organs. The 
interorbital cartilage is low with no ossifications. There is no orbitosphenoid, no 
basisphenoid, no alisphenoids. The intercalaries (‘ opisthotics 9 of some writers) are 
absent. 

The structure of the visceral arches is unusual and their homologies are uncertain. 
As far as can be judged from the very incomplete study, this structure appears as 
follows. 

The mandibular arch forms the upper and the lower jaws and the distal part of 
the su8pensorium. There is no secondary upper jaw (maxilla, premaxilla). The 
dorsal part of the hyoid arch forms the proximal segment of the suspensorium, but 
the fate of its ventral part is not dear. This part is either entirely missing, or is 
situated in the septum behind the foremost visceral cleft. If the first suggestion is 
correct Eurypharynx has six branchial clefts ; if the second suggestion is provid to 
be correct, these fishes have a functioning ventral part of the pre-hyoid cleft and five 
branchial clefts in Eurypharynx and four in Saccopharynx *. 

The upper jaw is Well ossified and armed with teeth, it is apparently formed by 
the pterygo-palatine elements possibly fused anteriorly with the suborbitals. The 
infraorbital series of the lateral line system passes along the anterior part of this bone. 
The upper jaw bone lies medially to the m. adductor mandibulae, to the hyomandibular, 
the mandible and the quadrate ; its posterior end articulates with the medial side of 
the quadrate. » 

The rami of the upper jaw bone join together and are attached to the ventral side 
of the neurocranium at the vertical line of the centre of the eye. 

The quadrate is intimately united with the hyomandibular. The mandible is 
well ossifkd medially and laterally, and bears teeth. Meckel’s cartilage is small and 
restricted to the ]x>sterior part of the bone. The dermal ossifications of the lower jaw 
are not connected with the lateral line system. Their homologies are not clear. 

The hyomandibular articulates with the ventral side of the cranium by a single 
condyle. The hyomandibular branch of the facial nerve passes out medially to the 
hyomandibular, and at about the same vertical level as the dorsal end of this bone. 
The r. mandibularis internus of this nerve perforates the hyomandibular. There is 
no processus opercular is ; no opercular fold or opercular bones are connected with 
the hyomandibular. There is no symplectic and no interhyal. 

The branchial arches are not ossified, they are formed by semiarches not united 
ventrally by basal elements. The number of cartilages in these semiarches is not 
known (‘ three or four ’.) There are no opercular bones : operculum, suboperculum, 
interoperculum and the branchiostegals are absent ; there is no preoperculum. The 
tendon of the m. abductor mandibulae is well ossified. 

Two families : Saccopharyngidae and Eurypharyngidae. 


Saooopharynoidae : Four visceral arches bearing gills, five visceral clefts, the 
fiftji almost closed, Vomer and parasphenoid are absent. Two small cartilages ? 

♦ See note on p. 387, 



SIX SPECIMENS OF LYOMERI IN TflE BRITISH MUSEUM 339 

separated from the neurocrauium, situated in front of the orbits, are present. The 
mm. obliqui arise from these cartilages. The ethmoido-rostral cartilage is long and 
narrow, covered dorsally by a supra-ethmoid. The anterior vertebrae with well 
developed haemal processes ; the basiooeipita! with strong ventral processes. The 
foramen for the n. vagus passes between the basioccipital and the lateral occipital. 

Eurypharyngidae : Five visceral arches bearing five holobranchs, six visceral 
clefts. Vomer and parasphenoid are present. There are no separate cartilages in 
front of the orbits, the ethmoido-rostral cartilage is broad and short. The mm. obliqui 
arise from the sides of this cartilage in the anterior part of the orbit. There is no 
supra-ethrnoid. Only ridges on the ventral side of the anterior v< rtebi ae present ; 
similar low ridges on the ventral surface of the basioccipital present. The foramen 
for the n. vagus jierforates the lateral occipital. 

The Saccopharyngidae differ from Eurypharyngidae also by many other 
characters : structure of visceral clefts ; number of vertebrae (no less than 138 in 
Saccopliaryngidae, less than 115 in Eurypharyngidae) ; larger teeth in Sacco- 
pharyngidae. They differ also in promotions, position of the vent, shape of tlie 
caudal organ, etc. 

Each family is represented by one genus : Saccopharynx and Eurypharyn.v. A 
brief synopsis of the sj>eoies of these genera is given in the first part of this paper. 


5. On the M o nog nat hi dae Bertin. 

From four adolescent specimens, Bert in (193b, 1938) described Monognathidac as 
a third family of Lyomeri. One of these specimens (the tyj)e of Monognathus 
tailing i Bert in, ‘ Dana ’ St. llffl, iv) lias been earlier described and figured by Roule 
(1934, pp. 242, 243) as a semilarva of Lyomeri. According to Berlin the family 
Monognathidac consists of one genus Monognathus, with three species. Myers 
(1940, p. 141) subdivides the genus Monognathus into two goiera, Monognathus and 
Phasmatostonm. However, as Berg (1940, p. 440) has already pointed out, there is 
no evidence that Monognathidac are related to Lyomeri. Specimens of this group 
are not obtainable and all that is known about them are Bert in’s descri pt ions and 
figures. From these data Monognathidac differ from Lyomeri thus : 



Lyomhiu 

Mo N* OU N ATHLID A E 

i. Visceral arches bearing gills . 

five or four 

one (description) or none 
(figures) 

2. Meckel’s cartilage. 

present 

absent (?) 

3. Ptervgo-palatino. 

present 

absent 

4. Lateral line system. 

present 

absent (?) 

5. Shoulder girdle . 

0. Skeleton support ing the rays 

present 

absent 

of unpaired fins . 

present 

absent 

7. Pectorals. 

present 

absent 

8. Supraoccipitrtl. 

absent 

present, very largo (figures) 

9. Separate lateral occipitals . . 

present 

absent 

10. Basioccipital . 

present 

absont (figures) 

11 . Prootics . 

present 

absent (figures) 

12. Orbitosphenoid . 

absent 

present (description) 

13. Alisphenoid . 

absent 

present (description) 

14. Light organs . 

present 

absent 


The descriptions and figures of Monognathidae do not always agree, and raise 
much doubt. For instance, in text-fig. 3 the quadrate (sic) is shown articulating 
with the middle line of the ventral surface of the neurocranium, where, according to 
40URN. LINN, SOC.—BOTANY VOL, 54 24 
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Text- no. 15. —Diagram of the visceral 

No dermal bones of the jaws and palate are shown. The bones of the suspensorium and of 
really are. 

A. Ewry pharynx, visceral skeleton as it is usually interpreted : no ventral elements of the hyoid 
the dermal maxillary and is therefore not shown in the diagram. 

B. Euryphctrynx , another interpretation of the visceral skeleton : the ventral elements of the 
the upper jaw, a prehyoid and five branchial clefts present. 

( Sacvopharynx, interpretation of the visceral skeleton as in B, the two posterior branchial clefts 
D. Actinopterygian. 





fire reduced, 
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Bertin, a ‘ pt6rotique ’ is found. Bertin (pp. 4, 5) describes the alisphenoids, an 
orbitosphenoid, and a single branchial arch in Monognathus , but in his figures all these 
elements are absent. Bertin does not show in his figures a number of most important 
elements of the skull, and completely ignores them in his description. These are :— 
the basioccipital, Meckel’s cartilage, the vomer, the parasphenoid, the prootics, the 
basibranchials and the basihyal, the epi-, cerato-, hypo- and interhyals. This 
creates much uncertainty, and no judgement can be formed on Monognathidae. 
Even the ‘ main ’ character of Mono gnat hidae, the absence of the upper jaw, does not 
seem certain. There is no evidence that the palato-pterygoid cartilage is 
absent in Monognathidae. Bertin (p. 5) stresses that he has not found any bones 
in the region of the upper jaw (palatines, pterygoids, premaxillaries, maxillaries), but 
he does not say that the cartilage corresponding to the auto-palatine or the 
metapterygoid is absent in Monognathidae. The method which Bertin used 
(clarifying with potassium and glycerine and staining with alizarin) shows the ossified 
parts only, but not the cartilages. 

For the same reason his statement about a single branchial arch in Monognathidae 
does not seem convincing. 

The species of the genus Monognathus differ from one another more than species 
usually do. Thus, M. bruuni (text-fig. 2) has a hyostylic skull, while the skull of 
M . tdningi (text-fig. 3) is autostylic! 


III. The Position of Lyomeri in the System of Fishes. 


1. Opinions of earlier writers. 

As 1 have already stressed in this paper, the structure of Lyomeri is imperfectly 
known ; the homologies of the most important parts of the skeleton are still obscure ; 
little is known about the relation of the visceral arches to the cephalic nerves ; the 
development of these fishes has never been studied ; and it is not known whether the 
4 leptocephalus ’-like larva of Lyomeri corresponds to that of Anguillidae or whether 
their likeness is only a superficial one. Thus speculations about the systematic 
position, origin and relationship of Lyomeri are more guesses than opinions or theories. 

With the exception of Nussbaum-Hilarowicz (1923), all writers hold that Lyomeri 
belong to the group of fishes which used to be called 4 Teleostei ’, and that the peculiar 
structure of Lyomeri must be considered as the result of atrophies, deformation, 
adaptations, hypertrophies, degenerations, specialization and degradation provoked 
by the struggle for existences disharmony between different organs, unusual 
surroundings and habits, lack of competition, ultra-violet rays, vitamins*, and other 
commodities which the teleostean fishes usually enjoy but of which ‘the rachitic 
offshoots of evolution ’ are deprived. From this point of view the Lyomeri are 
abnormalities or ‘normalized abnormalities ’, and their peculiarities have but little 
significance, being acquired secondarily, obscuring the true relationship and position 
of Lyomeri among the Neopterygians. 

This opinion on the nature of Lyomeri appears to be almost unanimous. But 
there is a great vatic ty of ideas among ichthyologists about the place which the 
Lyomeri occupy in the system of Neopterygii and about the grade attributed to the 
group of Lyomeri. This group has had all the taxonomic ranks from a species to an 
ortW, and was associated with many different orders of Neopterygii. 

* It might be mentioned that the contents of the antirachitic vitamin in the fate of Sebastes 
marimus (which prospers in the Barentz Sea at the latitudes of 09°-7O° N. at a depth of 200 m.) 
is sufficient for commercial exploitation of these fats for medical purposes (compare Parr, 1987, 
PP. 27,28), r r r 
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Most writers look upon Lyomeri as 1 datives of Apodes (Cuvier, 1829, p. 355). 
Gunther (1880, p. 670) ranks them as a genus of the family Muraenidae (next to 
Cyema) ; Boulengor (1904 a, p. 168 ; 19046, p. 603) and Brauer (1906, p. 134) as a 
family of Apodes ; Jordan (1923, p. 134) as a suborder of Apodes ; Gill and Ryder 
(1883) as an order close to Apodes. The two latter opinions were shared by many 
writers. But there were also different opinions. Regan (1912a, p. 348) found that 
k the whole structure of Lyomeri is quite unlike that of Apodes and placed the 
Lyomeri (an order) next to Iniomi, emphasizing specially the likeness of Lyomeri 
with the Synodidae (?=Synodontidae) ; later Regan (1925, p. 57) suggest! d that 
the Giganturidea are the nearest relations of Lyomeri. Berg (1940, p. 439) adopted 
this view. Gregory (1933, p. 213) expressed the belief that the skeleton of Cetomimus 
(order Iniomi) has more resemblance to that of Lyomeri, and put the Lyomeri back 
next to Iniomi. Goodrich (1930, p. xviii) placid the Lyomeri betwetn Iniomi and 
Apodes. Zugmayer (1913, p. 4) found that the skull of Symbranchia (order 
Symbranohii) as figured by Regan (19126), reminded him of the skull of Eurypharynx 
and suggested that the Lyomeri are a degenerate group related to the Symbranehii. 
Mitchil! (1824, |). 86) thought that Sacco pharynx and Stylopkorus (order Allotriognathi) 
are identical. Vaillant (1882, pp. 1226-1228) found that Eurypharynx resembles 
many fishes : Stomiatidae (older Isospondyli), Seoixlidae (older Iniomi), Macruridae 
(order Anaeantliini) and some of lie r Ashes belonging to different outers of Tekostomes. 
Vaillant (1888, p. 14) placed the Lyomeri between the Macruridao (older Anacanthini) 
and the Pleuronectidae (order Heterostomata). Bert in (1934, pp. 6, 7) believed that 
the Lyomeri are related to the Lophobranchii (order Ostariopliysi )* but considers 
them as a sub-order of the order Apodes. Thus, a great many JStopterygians with an 
elongated body and a large mouth were considered as piobable relatives of Lyomeri. 

Nussbaum-Hilarowicz (1923, p. 74) took another point ol view and on the gi ouiuls 
that the Lyomeri have no opercular bones piopostd to consider them as a group 
opposed to all other fish-like animals with an operculum. 


2. Comparison of Lyomeri with Osteichthyes. 

The Lyomeri agree with the Osteichthyes only in a few features ; they have 
replacement and dermal bones, and the hyomandibular branch of the facial nerve 
passes out medially to the hyomandibular. The skull is hyostylic, and the r. man - 
dibularis interna# of the facial nerve reaches the mandible. 

Contrary to Osteichthyes in Lyomeri : the bone acting as the up|H*r jaw is situated 
medially to the rn. adductor mandibulac and to the quadrate, and is probably a pterygo¬ 
palatine elonunt. The secondary upper jaw (premaxillary and maxillary) is abstr.L. 
The bones of the lower jaw are not connected with the mandibular blanch of the 
lateral line system, and this branch is apparently missing in Lyomeri. The junction 
between the hyomandibular and the quadrate differs from Osteichthyes, being much 
more intimate ; the roundtd flange of the hyomandibular joins by harmony to the 
exactly similar flange of the quadrate, and the ossified lamellae of both elemuits are 
fused together. There is no symplectic. There is no opercular process of the 
hyomandibular. There are no ojiercular elements (preoperculum, operculum, 
suboperculum, inter operculum, branchiostegals absent). 

* Bert/in (1934, p. 7) attaches groat importance to the tact that no glomerulea Malpighi are 
found in Eurypharynx (as was shown by N u ssb aum—H i I a rowirz 1923), and that these glomemles 
are also absent in the Lophobranchs pus was shown by Hoot. 1897. 1992; Verne, 1922). How¬ 
ever, as giomerules Malpighi are absent, or much reduced in number, in many marine fishes, 
belonging to no less than twelve different families and to five different orders (Edwards, 1928, 
1929 ;EdwardB and Condorelly, 1928; Marshall and Grafflin, 1928; Marshall and Smith, 1930 ; 
Nash,’ 1981 ; Oordt, 1938), it does not seem clear why Bertin compares the Lyomeri with the 
Lophobranohs only. 
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The right and left e lements of the branchial arches are separated from each other 
(there are no ventral basal elements uniting them), i. e. they are not united as in 
Osteichthyes. The branchial integumental lolds cover only partly the visceral clefts 
and the gills ; the branchial chambers are not properly formed and cannot be shut. 
The current of water to the gills is apparently regulated by muscular sphincters 
lying medially to the branchial arches. The branchial arches are not connected 
with the cranium, nor with the vertebral column. The septa between the branchial 
clefts are not reduced to <-shaped branchial arches. There are no olfactory grooves 
in the neurocranium. 

The cover bones of the dorsal side of the cranium are unusual and their homo¬ 
logies with those of Osteichthyes are uncertain. The vomer and the parasphenoid 
are either absent or much reduced in size, and the parasphenoid, if present, has no 
lateral (ascending) processes. 

The pectoral girdle is not united with the cranium, its left and right sides are not 
united ventrally and there is no cleithrum. The radials of the pectoral fins do not 
articulate with the shoulder girdle, but their basal elements differ from the Crosso- 
pterygian type. 

The Lyomeri have no ribs, the neural processes of the vertebrae do not meet 
and thus do not form arches ; they bear no unpaired spines. The dermal processes 
of the fin-rays are unsegmented ; there is no sign of lepidotriehia. The ventral fold 
of the anal fin extends in front of the anus up to the branchial fold (it is not supported 
by rays in front of the vent). 

The m. genio-hyoidcus (=m. protractor hyoidei), the presence of which Holmquist 
(1910, p. 23) considers a character of the class of bony fishes, is absent in Lyomeri. 

The Lyomeri have no scales and no air-bladder. 

Contrary to all Osteichthyes the Lyomeri have six visceral clefts and five holo- 
branchs (in Saccopharynx the posterior cleft is rudimentary). This fact can be 
interpreted in two ways : (1) that the Lyomeri have six branchial clefts with five 
holobranchs, and have no ventral elements of the hyoid arch , (2) that these fishes 
have a functional ventral part of the prehyoid cleft, that the first hoiobranch belongs 
to the septum between the prehyoid and the first branchial clefts, and that the ventral 
elements of the hyoid arch are situated behind the foremost visceral cleft*. If the 
second suggestion is correct the Lyomeri recall more the Acanthodian fishes, as the 
latter were described by Watson (1937), than Osteichthyes. But since Holmgren’s 
revision of Acanthodians (Holmgren, 1942), no such comparison seems possible. 
Thus, a comparison of Lyomeri with Osteichthyes shows that they differ funda¬ 
mentally from Osteichthyes, and could hardly be referred to this class without 
altering substantially the characteristics of the class Osteichthyes. 

The characters of Lyomeri which differentiate them from Osteichthyes cannot 
be rejected as unimportant, or treated as merely a degeneration secondarily acquired. 
The Lyomeri are large (up to six feet long) fishes, freely swimming in the ocean, 
they are widely distributed through the sea, and are not at all uncommon (Hjort, 
1912, p. 96). They live among most strongly armed and most voracious fishes, 
and the Saccopharynx feeds upon large fishes. None of the Osteichthyes found 
together with the Lyomeri (or even in the stomachs of Lyomeri) had lost the characters 
of their class, or acquired new and fundamentally different ones. 

However, as among Osteichthyes there are some fishes with characters diverging 
from those of their class, it would be perhaps of interest to compare some of them 
with Lyomeri. 


* See note on p. 287. 
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•L Comparison of Lyomeri with some Osteichthyes diverging from the type 

of the class. 

Tlu ro are forms among the Osteichthyes which have some features which do not 
agree with the diagnosis of their class and have some likeness with Lyomeri. But 
there is no Ostoichthyes with six visceral clefts and live holobranchs, and there 
are no Osteichthyes in which the features disagreeing with the diagnosis of this 
class would predominate over those which do agree with the diagnosis. 

Presence of a ventral prehyoid cleft. —A prehyoid cleft (between the mandible 
and the ventral elements ot the hyoid arch) is not closed in all fishes of the family 
Malocosteidae (Order Isospondyli) ; this cleft is most likely of secondary origin 
(Tchernavin, 1940). In other respects the Malaeosteidae fit into their class. 

Palato-pterygoid elements acting as the upper jaw , while the secondary upper jaw 
is absent. —This was described (Trewavas, 1933, p. 008) in Opisthaproctus soleatus 
(order Isospondyli) *. In other resects Opisthoproctus agrees with the Actino- 
pterygian type. The closely allied 0. grimaldii (Gregory, 1933, p. 150) has a small 
maxillary bone. 

Less clear is the ease of Murae/na. The upj>er jaw of this fish is not enclosed 
in a fold of integuments and its relations to the neurocranium and the mandibular 
arch are not clear. Owen, 1840, p. 30 ; 1800, p. IIS: Bleeker, 1853, p. 299 ; 1804, 
p. 9; Boulenger, 1904 6, p. 000; Kyle and Ehrenbaum, 1920, p. 58, consider 
it as an element of the pal at o-quad rate ; other writers hold that the upper jaw of 
Muraenidae is formed by the maxillary f. However, the criticisms of Owen’s view 
(Regan, 1912 c, footnote on p. 378 ; Gregory, 1933, p. 203) are not based on a proper 
morphological investigation, nor on a study of the development of Muraenidae, 
and are not convincing. It seems that a revision of the structure of Muraenidae 
is desirable and it would be premature to discuss their structure here. 

A hyomandibular having no opercular process is foimd in Chondrostei and in a lew 
other Aetinopterygii : in Giganiura , order Giganturoidea (Regan, 1925, fig. 2), 
and Cyema atrum, order Apodes (Trewavas, 1933, pi. i, fig. B). 

Very little* is known about- the structure.of the ventral hyoid elements and about, 
their relation to the hyomandibular in the latter two fishes. According to Trewavas 
(1933, ]>. 003, fig. 2) t here is a ‘ ventral nodule on each side of the ventral part of t hr 
hyoid of Cyema ' ; this nodule is situated vent rally and anteriorly to the quadrate. 
But the method of study used by Dr. Trewavas did not show the unossifkd part 
of the hyoid arch. According to Regan (1925, p. 56), in Gigantura the ventral hyoid 
elements ‘ appear to be unossified ’ ; no more details are given. 

Cyema is api^rentty the onl\ Osteichthyes in which the opercular bones are 
possibly entirely missing. There is no preoperculum and no suboperculum 
(Trewavas, 1933, p. 603) ; the 4 interoperculum ’ described by Trewavas is the ossified 
tendon of the m. abductor mandibulae , and thus can hardly be homologized with the 
interoperculum ; it may correspond to a similar bone in Lyomeri (p. 331). The 
operculum is possibly also absent in Cyema. According to Trewavas : * Its [of the 
hyomandibular] posterior edge bears an approximately triangular lamina, continuous 
with it but delimited by a structural line. At its upper end this lamina has the 
relations of an operculum and it may represent this bone, which is not present as 
a distinct element \ This lamina is not enclosed in a fold of integuments ; the large 

* Parr (1937, pp. 30, 31) has found in the anterior part of the snout of 0. soleatus a thin, 
somewhat sculptured scale. He thinks that it represents the maxillary. This remains to be 
proved. 

f Kesteven (1926, pp. 133, 135) apparently supports Owen's point of view oil the nature of the 
upper jaw of Muraena. But the names of bones used by Kesteven seem somewhat obscure to me, 
and I oould not follow his method of proving the homologies of these bones in fishes. 
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m. abductor mandibulae arises from its medial side ; it lies medially to the m. adductor 
rmndibulae , which covers it completely. These features suggest that this lamella 
is more like a part of the hyomandibular than an operculum. 

It is worth mentioning that Cyema has several more characters in common with 
Lyomeri. The supraoccipital is absent, the lateral line has filaments projecting 
from the body, the branchial fold surrounding the branchial clefts is disconnected 
with the hyomandibular. The hyomandibular articulates with the neurocranium 
by a single condyle. The mandible of Cyema is (as in Lyomeri) lowered by a special 
muscle, m. abductor mandibulae. (However, it seems uncertain that these muscles 
are homologous in these two groups. In Lyomeri the m. abductor mandibulae arises 
from the lateral side of the pterotic and lies laterally to t he hyomandibular ; in Cyema 
it arises from the medial side of the hyomandibular and lies medially to the suspen- 
sorium.) The parasphenoid of Cyema has no ascending processes. But in spite 
of many common characters, the main features of Cyema differ from those of Lyomeri. 
The upper jaw of Cyema is formed by the maxilla and premaxilla and lies laterally 
to the m. adductor mandibulae , to the quadrate and to the mandible. Cyema has 
five branchials clefts and four branchial arches beaiing four holobranchs. The main 
bone of the shoulder girdle is a cleithrum, the rami of which join ventrally ; the radii 
of the pectoral fins are not divided from the pectoral arch by basal elements. Thus 
the resemblance of Cyema to Lyomeri is apparently not due to a common origin. 

Berg (1940, p. 439) mentions that Oigantura has no opercular bones, but this 
statement is certainly due to some misunderstanding. Oigantura has a well-developed 
opercular fold at the posterior edge of the hyomandibular ; this fold is indubitably 
supported by dermal bones. Gigantura has also a preoperculum (liegan, 1925, p. 56). 

Unsegmented fin-rays (oeratotriebia) are found in embryonic fins of all Teleo- 
stoeans (Goodrich 1904, p. 473 ; 1930, p. 98) and such rays have also been described 
in the dorsal rnd anal fins of adult bony fishes. 

A ventral mesial fold (not supported by rays) in front of the vent has been found 
in young Tricbomycterinae (Tcbemavin, 1944, p. 246). 

The likeness of Lyomeri supposed by some writers with other Actinopterygii 
is not discussed here, for it seems obvious that the suggested similarities of their 
features are not real, but due to the insufficient .study of Lyomeri. 


IV. Summary. 

Although some of the details of the structure of Lyomeri have been rather care¬ 
fully studied, as for instance the minute structure of the gut, kidneys, of some bones 
and cartilages by Nussbaum-Hilarowicz, and the proportions of parts of the body 
by Bertin, the main characters of Lyomeri have not attracted- the attention of 
scientists and the systematic position of the group is most uncertain. 

The Lyomeri have a branchial apparatus built differently from other fishes ; the 
Lyomeri have no proper gill cover and no bones supporting such cover. In Eury* 
pharynx there are six functional visceral clefts and five holobranchs (in Saccopharynx 
the hind cleft and the hind gill are reduced). The bone forming the upper jaw of 
Lyomeri lies medially to the hyomandibular, mandibular and the quadrate. The 
radials of the lobate pectorals articulate with the basal cartilages of the lobes but not 
with the pectoral girdle. The rays of the fins of Lyomeri are ossified, but soft and not 
segminted. The disposition of the series of the lateral line on the head is unusual. 
Th re is a series along the edge of the upper jaw, a series along the suspensorium, 
and one parallel to the suspensorium along the cheek, from the orbit to the posterior 
end of the opercular fold. There is no lateral line along the mandible. 

Several more characters of Lyomeri stress the peculiarity of this group. The 
Lyomeri have no supraoccipital, and no lateral ethmoids ; the prootics of Eury- 
pharynx extend anteriorly into th© interorbital septum beyond the hypophysis and 
the trigeminus-faciaiis ganglion ; parts of the neurocranium are movably articulated ; 
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the cover bones of the root of the cranium are unusual ; there are no vomer and 
parauphenoid in Saccopharynx (these bones are present, but much reduced in 
Eurypharynx). 

It seems possible, from the present study, that the upper jaw of Lyomeri is formed 
by the elements of the mandibular arch, that the anterior visceral cleft of Lyomeri 
is not a branchial but a prehyoid cleft, and that the cartilages supporting the septum 
behind this cleft are the ‘ missing ’ ventral elements of the hyoid arch*. , 

However, as in the sjK»i*iimns studied by me the cephalic nerves are partly lost 
their course could not lx 1 followed. 

Thus these two main features of Lyomeri still remain uncertain. 

An attempt at a general characterization of Lyomeri and of the two families 
of this group is made in Part 11 of tins paper. In Part III a brief comparison of 
Lyomeri with the Osteielithyes generally, and with some jieculiar Actinopterygians, 
is given. 

in Part 1 the sjjeeimens ot Lyomeri of the British Museum an' described in some 
detail, thejr systematic position is discussed, and a brief revision of the species of 
Saccopharynx and Eury pharynx is given. 

This work was done in rather an uncomfortable time and conditions. It was much 
delayed by the absence of books, and of many fishes preserved in the British Museum 
which had been evacuated for safety, and by the lack of various other facilities. 

All the drawings and diagrams were made by the writer. 

The system of fishes used here for the main groups is that adopted by Forster- 
Oooper (1940), and for the orders that used bv Regan (1929). 

The names of' parts of the skeleton used here aw mainly as used by de Beer 
(1937) ; references to the terminology of Holmgixn and Stensio (1930) are also given. 

I am most grateful to the Zoological Society of London and to the Linnean Society 
for permission to use their libraries. I am much indebted to I)r. E. Trewavas of the 
British Museum for most helpful discussions and advice, and for kindly reading 
part of the manuscript. 1 tender my most sincere thanks to Prof. G. R. de Beer, 
F.R.S., for kindly discussing with me this paper and for his criticisms and suggestions. 
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EXPLANATION OF THE PLATES. 

Plate 2. 

Fig. 1. Right branchial chamber of Eurypharynx. Side view, y 10. Diagrammat ic. 

The branchial fold of integuments is cut off. B branchial chamber ; J ., posterior end 
of the quadrate and of both jaws ; P., pectoral fin ; Ph., pharyngeal fold ; V., anterioi 
part of the belly. 

Fig. 2. Left branchial chamber of Saccopharynx ampullaceus. 

The branchial fold of integuments cut off. The branchial filaments in the specimens 
from which the figure is made were partly broken, and their number was not counted. 
Apparently each arch bears one hemibranch only. 

Semi-diagrammatic. x3*5. , 


Plate 8. 

Figs. 1 & 2. Neurocranium of Eurypharynx pelicanoides (fig. 1, dorsal view; fig. 2. ventral 
view.) Diagrammatic. X 7. 

Text-fig. 11 the parasphenoid is removed from its place and shown at the side of the 
cranium at exactly its level. 

B., basioccipital; C., ethmoido-interorbital cartilage ; E., epiotic ; F., frontal ; 

FO., foramen for the vagus and glossopharyngeus nerves; H., hyomandibular; 

L., lateral occipital; N., nasal; O., eye; P., prootic; PA:, parietal (?) ; PT., 
pterotic ; PS., parasphenoid ; S., sphenotic ; V., vomer ; VT., first vertebra. 

Cartilages dotted, bones shadowed with irregular lines, those with much cartilage 
seen through the perichondral ossifications, shadowed by lines with dots; eye muscles 
marked by transverse lines; nerves white. For cranial nerves of Eurypharynx see 
text-fig. 8. 

Figs, 3 & 4. Neuroeranium of Saccopharynx ampullaceus (fig. 3, dorsal view; fig. 4, ventral view). 
Diagrammatic, x 5. 

B., basioccipital; BD., dorsal process of the basioccipital; BV ., ventral process 
of the basioccipital; c., cartilage between the cartilage-pterotic, sphenotic and prootic ; 

E. , epiotic; EC., ethmoido-interorbital cartilage; EL., separate cartilage at the 
anterior comer of the orbit from which the mm. ohliqui arise ; ET., supra-ethmoid; 

F. , frontal (?); L., lateral occipital; P., prootic ; PT., pterotic (cartilaginous and 
dermal); S., sphenotic ; foramen for the nerves of the vagus group ; L, ligament 
uniting the cartilage EL. with the rostrum ; n., n. trigeminus : m., membrane between 
the interorbital cartilage, sphenotic and prootic. Cartilage dotted; bones shadowed 
with irregular lines, those with much cartilage seen through the thin superficial ossi- 
3cation shadowed with lines and dots ; ligament l. shadowed with transverse lines. 
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The Head Glands of Snakes, with remarks on the Evolution of the Parotid Gland 
and Teeth of the Opisthoglypha. By Malcolm Smith and A. d'A. Bellairs. 

(Plates 4 & 5, and 27 figures in the text.) 

[Head 22 June 1944.] 

Introduction . 

The literature on this subject is extensive, but scattered. Reasonably accurate 
accounts of the topography of the head glands were made by early workers such as 
Duvernoy (1804), Cloquet (1821) and Schlegel (1837). Substantial contributions 
have subsequently been made by West (1895, 1898), Neimann (1892), Martin (1899), 
Haas (1930), Radovanovic (1935) and Schwarz-Karsten (1937), while a general 
survey of the subject has been made in the important monograph by Phisalix, 
4 Des Anirnaux venimeux et venins ’ (1922). The subject has also been reviewed 
by Fahrenholz in Yol. 3 of the ‘ Handbuch der Vergleichenden anatomie der 
Wirbeltiere’, edited by Bolk and others (1935), and by Smith in his account of the 
reptiles of British India (1943). Nevertheless, there is a remarkable scarcity of 
accurate accounts of the site and manner of termination of the gland ducts based on 
microscopic examination of serial sections, and even the topographical accounts of 
the glands themselves are often somewhat ambiguous. An attempt has been made 
to remedy this in the present survey, in which data, based on microscopical examina¬ 
tion of sections, have been incorporated. No investigation of the fine histological 
structure of the glands has however been made in this article, which deals only 
with the gross morphological characteristics of t hese structures. 


Material and Methods. 

The bulk of the material consisted of whole specimens preserved in spirit which 
were collected by one of us in Siam. Other spirit material from the collection in 
the British Museum was made available through the courtesy of Mr. H. W. Parker 
of that Institution. These specimens were examined by dissection under the 
binocular microscope. Serial sections through heads of a number of species were 
also available through the kindness of Prof. J. I). Boyd of the Anatomy Dept, 
of the London Hospital Medical College. We are also indebted to Mr. F. R. 
Parrington of the Zoology Museum in Cambridge, Dr. R. W. Haines of the Anatomy 
Department at St. Thomas’s Hospital, Mr. K. C. Richardson of University College, 
and Dr. L. E. Glynn of University College Hospital, for the loan of specimens and help 
in their preparation. 

A complete list and particulars of all the material examined is given at the end 
of this account. 


Nomenclature. 

There has been some confusion in the nomenclature of these glands, especially 
with regard to the parotid or venom gland of the Opisthoglypha, the anterior 
temporal gland, and the Harderian gland of the eye. Glandular tissue is very 
abundant in the ophidian head, a development doubtless associated with the feeding 
habits of these reptiles, which involve abundant salivation, 
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EXPLANATION OF LETTERING. 


add.m.ext.ant. 

muscle adductor mandibulae 


musculature of lower jaw. 


temporalis externus anterior. 

■. muscle adductor mandibulae 

m.o. 

medulla oblongata. 

ndd.m.ext.med 

mu. 

musculature. 


temporalis externus medialis. 

mx. 

maxilla. 

add.rn.exLport. muscle adductor mandibulae 

n. 

nostril. 


temporalis externus posterior. 

na. 

nasal bone. 

a.t.g. 

Anterior temporal gland. 

n.c. 

nasal cartilage. 

a.t.s. 

anterior wall of tongue sheath. 

n.con. 

nasal concha. 

b . 

briUe. 

n.cv. 

nasal cavity. 

cbl. 

cerebellum. 

n.g. 

nasal gland. 

cbr. 

cerebral hemispheres. 

n.g\ 

nasal gland (part within concha). 

ch. 

choroid. 

n.p. 

nasal pad. 

c.J.0. 

cartilage of Jacobson's Organ. 

o.b. 

olfactory bulb. 

com . 

cornea. 

od . 

odontoblasts. 

d. 

dentine. 

o.e. 

olfactory epithelium. 

d.a.t. 

duct of anterior temporal gland. 

oLl. 

olfactory lobes. 

d.Hd.g. 

duct of Harderian gland. 

o.n. 

olfactory nerves. 

d.i.l.g. 

duct of inferior labial gland. 

op.l. 

optic lobes. 

d.J.O. 

duct of Jacobson's Organ. 

V . 

pulp of tooth. 

d.md.g. 

duct of mandibular gland. 

pa. 

parotid gland. 

d.n.g. 

duct of nasal gland. 

p.b. 

pineal body. 

d.8l.g. 

duct of sublingual gland. 

p.1.8. 

posterior labial scale 

d.spl.g. 

d.spl.g'. 

duct of superior labial gland, 
duct of enlarged posterior part 

p.m.g. 

p re-maxillary gland. 

r-f. 

reserve fang. 


of superior labial gland. 

b.8.8 . 

sub-brillar space. 

d.v.g. 
d.v.g '. 

duct of venom gland. 

8C. 

sclerotic. 

duct of venom gland (lower 

al.g. 

sublingual gland. 

part). 

amx. 

septomaxiila. 

dy. 

dentary. 

sp.l.g. 

superior labial gland. 

e. 

enamel. 

apr.l.g. 

supralingual gland. 

e.f.m. 

epithelium of floor of mouth. 

t. 

teeth. 

/• 

poison fang. 

t.c. 

tissue condensation around 

fr. 

frontal bone. 


fang. 

Hd.g . 

Harderian gland. , 

t.m. 

teeth of maxilla. 

i.l.g. 

inferior labial gland. 

to. 

tongue. 

teeth of posterior maxilla (en¬ 

J.O. 

Jacobson's Organ. 

t.p.m. 

1. 

lens. 


larged). 

Lean . 

lachrymal canaliculus. 

tr. 

trabecula. 

l.d. 

lachrymal duct. 

track. 

trachea. 

Lj. 

lower jaw. 

u.j. 

upper jaw. 

Hg.zyg. 

ligamentum zygomaticum. 

Meckel's cartilage. 

V. 

vomer. 

M. 

v.g. 

venom gland. 

md.g. 

mandibular gland.. 


W© recognize the following glands:— 

(1) Superior labial. 

(2) Pre-maxillary or rostral. 

(3) Parotid, restricted here to the modified posterior part of the superior 

labial gland in the Aglypha and the Opisthoglypha. 

(4) Venom gland of Viperidae and Elapidae. 

(5) Anterior temporal. 

(6) Harderian. 

(7) Inferior labial. 

(8) Nasal. 

(9) Mandibular. 

(10) Sublingual. 

(11) SupralinguaJ, 



Fig. 1 .—Thamnophis nirtalis, Transverse section through head, showing duct of nasal 
gland opening into the posterior aspect of the nostril, and duct of superior labial gland. 

Fig. 2 .—Tftamnophis sir tails. As fig. 1, but Airther back, showing nasal gland becoming 
incorporated into nasal concha. 

Fig. 3 .—Thamnophis sirtalis. As fig. 2, but a few sections further back, showing nasal 
gland completely incorporated into nasal concha. 

Fig. 4.—Diagram of horizontal section through head of a Oolubrine Snake to show nasal cavity 
and approximate planes of section in figs. 1-3, 



354 


MALCOLM SMITH AND A. d’a. BELLAJRS ON 


These terms may also be applied to the corresponding structures in lizards, 
where however other glands hot present in snakes also occur. The small integu¬ 
mentary glands present in certain burrowing snakes (e.g. Typhlops) are not con 
sidered in this review. Reference to Plates 4 and 5 illustrates the topography of these 
glands in various species of snakes. 

(1) The Superior Labial glands . 

These glands have been identified in all the species from which microscopic 
sections have been examined, though in some types such as the Boidae and Xenopeltis 
they are so weakly developed as to be almost invisible under the dissecting micro¬ 
scope, and are represented only by a chain of scattered acini lying in the labial 
connective tissue. In most snakes they are well developed, however, and consist 
of strips of glandular tissue divided transversely into lobules by fibrous trabeculae, 
bordering the mouth on either side and lying immediately beneath the labial scales. 
Each lobule discharges by a separate duct opening inside the labial margin lateral 
to the bases of the teeth (figs. 1-4). This represents the primitive unmodified 
condition of these glands, and is found in most Boidae, in Parens (- Amblycephalus) 
carinatus, in certain Aglyphs such as Oligodon cydurus , Macropisthodon rhndomelas 
and Elaphe. radiata. 

(2) The Pre-maxilla ry or Rostral gland. 

This appears to consist of nothing more than a rostral extension of the superior 
labials, which meet at the tip of the upper jaw to form a median enlargement, which 
in some forms (e.g. Oligodon cyclurus } Coluber fasciolatus) appears on dissection to 
have become separated from the superior labial on either side. Its ducts open 
inside the labial margin external to the anterior teeth. 

(3) The parotid gland of the Aglypha and the Opisthoglypka. 

The term parotid gland is used here to distinguish this structure from the venom 
gland of Viperidae and Elapidae, and is applied to any differentiation of the hind 
part of the superior labial in the Aglypha and Opisthoglypha. The stages in its 
evolution have been suggested by both Phisalix (1922) and Sarkar (1923), and we 
can confirm their observations. 

The first stage in the eyolution of this gland is represented by a slight enlargement 
of the posterior part of the superior labial, whose ducts, passing to open externally 
to the posterior maxillary teeth, also show an increase in size. This stage is seen 
in some aglyphous eolubrids, suoh as Thamnophis sirtalis and some species of 
Natrix (fig. 5).* Often the macroscopic appearance of this region of the superior 
labial shows a difference in coloration or in superficial pattern from that over the 
rest of the gland (e.g. Ptyas mucosus, PI. 5, fig. L). 

From this initial stage, every step in the elaboration of the parotid can be 
demonstrated among colubrine snakes. There is a gradual increase in its size and a 
more apparent distinctness in its superficial pattern until finally, in certain forms, 
the gland, though still embedded in the superior labial, has acquired its own fascial 
sheath and can be dissected out as a separate structure. At the same time, ducts 
for the discharge of its secretion to the posterior teeth have appeared, either two 
or three convergent channels or a single duct opening into a pocket lateral to the 
base of the teeth. When this stage is associated with the grooving of the posterior 
teeth, the opisthoglyph condition is said to have been reached. A drawing of the 
medial aspect of the parotid gland showing its duct in the opisthoglyph Boiga cynodon 
is given in fig. 6. 

* Phisalix figures a differentiated parotid in Natrix natrix but we were unable to observe it 
on macroscopic examination of several specimens, 
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The evolution of the parotid gland from the superior labial is intimately associated 
with changes occurring in the posterior maxillary teeth, two or three of which become 
increased in size, and acquire grooves down which the secretion can pass into the 
wound. These changes in the glands and teeth, however, do not always proceed 
pari passu. In Ptyas , for instance, the posterior part of the superior labial gland 
shows macroscopic differentiation in pattern, but there is no enlargement of the 
teeth. The converse is illustrated by the example of three aglyphous colubrids, 
Ahaetulla caudolineata , Oligodon cyclurus and Macropisihodon rhodomelas, which 
may be considered as a series ; none of these snakes shows any macroscopically 
visible differentiation of the gland. In Ahaetulla there is no enlargement of the 
posterior teeth ; in Oligodon they are considerably enlarged, while in Macropisihodon 
they are enormous. 

In general, the differentiation of the gland precedes the grooving of the teeth, 
but not always their enlargement. Here, again, however, lack of correlation may 



Fio. 6. Thamnophis sirtalis. Paramedian section through jaws showing enlarged 
posterior ducts of superior labial gland. 


occur. In Macropisihodon , for instance, the posterior teeth are very large, but there 
are no grooves, while in Herpeton the grooves are distinct, though the posterior 
teeth are scarcely enlarged. 

An interesting feature of these changes is the very considerable variation which 
may occur in species which are relatively closely related, a phenomenon which is 
clearly shown among the genus Natrix. In Natrix natrix there is a gradual enlarge- 
ment of the maxillary teeth from the front backwards ; in N. stolata and N. sub - 
miniata hetteri the last two teeth are abruptly enlarged. In all three species the 
superior labial gland is well developed and enlarged posteriorly, but whereas in 
N. natrix and N. stolata no separate parotid is evident, in N . subminiata helleri 
this gland is clearly differentiated as a separate entity, and possesses a single large 
duct conveying its secretion to the posterior teeth. 

JQtJIKN, LJNN. SOC,—ZOOLOGY, VOL, XLJ, 25 
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Laboratory experiments by Alcook and Rogers (1902) have shown that the secre¬ 
tion of the differentiated parotid gland, both in the Aglypha and the Opisthoglypha, 
is toxic to small vertebrates, and this has been subsequently confirmed by Phisalix. 
Alcock and Rogers found the effects of the secretion to vary greatly in different 
species, but in general the Opisthoglyphs were more toxic than the Aglyphs, as 
might be expected. With some species, the secretion was toxic for lizards but not 
for mammals. It is known that the saliva of many Opisthoglyphs such as Coehpeltis , 
Tarbophis , Trimorphodon , Dryophis and Dispholidus is toxic to their normal prey; 
Green (1903) and also McCann (1934) have seen the Common Green Whip Snake 
(Dryophis nasutus) of the Oriental region catch lizards by the neck and hold them 
until they were dead some minutes later. Death in these cases may have been due 
to strangulation, but the signs observed were chiefly those of paralysis. On the 
other hand, when this snake attacks warm-blooded vertebrates it usually kills them 
by constriction, and Chrysopelea and many species of Boiga do the same. All these 
snakes have well-developed parotid glands and grooved teeth. There are many 
records of people having been bitten by opisthoglyphous snakes, and in the vast 
majority of cases no effects at all were observed. Occasionally the bite was followed 
by some pain and swelling which quickly passed off. Two factors contribute to this : 
the low toxicity of the venom for man, and the posterior position of the fangs, which 
makes it difficult to bring them into action. In fact, with some snakes such as 
Macropisthodon , Tomodon and Dispholidus the enormous length of the fangs and 
their direction straight backwards into the mouth, makes it hard to understand 
how they can be engaged at all. Dispholidus , however, is said to overcome this 
difficulty by having an enormous gape. All who have handled and been bitten 
by snakes with large posterior fangs will have observed how they hang on, and by 
chewing movements endeavour to bring their posterior teeth into action. 

The little that is known of the effects of the venom of the parotid in the 
Opisthoglypha indicates that its main action is on the nervous system. In this respect 
it approximates rather to the venom of the Elapidae than to that of the Viperidae, 
the predominating action of which is haemolytic. The venom of the well-known 
Boomslang (Dispholidus typus) appears to be considerably more toxic than that of 
other opisthoglyphs; large mammals such* as dogs and monkeys may succumb to 
it in less than an hour. In its physiological action it is said to approach nearer 
to the viperine type of venom. 

(4) The. Venom glands of Viperidae and Elapidae. 

The general appearance and relations of the viperine venom glands are well 
known (see Boulenger, 1913). In most vipers they are prominent pyriform structures 
invested in a thick fibrous capsule and situated in the temporal region on either 
side, producing the characteristic swollen contours of the viperine head. Fibres 
from the adductor mandibulae muscle complex are inserted into the investing 
sheath and serve to compress the gland and expel the secretion when the snake 
strikes and the fangs, erected by the movement of the maxilla, are inserted into the 
prey. In Camus rhombeatus and other members of its genus the venom gland 
has undergone a remarkable backward prolongation and extends along each side 
of the neck for some distance. A parallel modification is found in the elapid Maticom 
(—Doliophis), but here the gland is prolonged even further backwards, and ends 
just in front of the heart. 

The venom duct in vipers arises from the anterior part of the venom gland and 
passes forwards beneath the eye, and then bends downwards, medial to the superior 
labial gland, to open round the grooved base of the poison fang (fig. 7). The actual 
relations of the terminal part of the duct to the base of the fang and reserve fang 
are shown in fig. 8, a drawing of a cross - section of the fang-bearing part of the 
maxilla in Vipera russelli. The venom duct is seen out twice as it bends downwards 
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describing a semicircle, which in life is partially straightened as the fang is erected. 
The terminal part of the duct opens out around the anterior part of the fang, which 
is grooved; further down the fang the edges of this groove unite to form a closed 
channel. An extension from the lower part of the duct passes outwards to open 
around the base of the reserve fang in a similar manner. It will be seen that the 
termination of the duct does not form a tight sleeve around the fang base, and 
that a considerable space exists between the sides of the fang lateral to the groove 
and the wall of the duct through which it might be supposed that much of the venom 
would trickle into the mouth. In fact, it is well known that the venom may be 
forcibly ejected several inches from the fang by a striking snake. It is possible, 


Fig. 6. Fig. 7. 



Fig. 6 . —Boiga eynodon. Medial aspect of parotid gland showing its duct. 

Fig. 7. —Viptra ruaaelU. Drawing of head showing plane of section in fig. 8. 

Fig. 8.—Ftpera ruaadli. Transverse section through fang region, showing 
relationship of duct of venom gland to the fang. 

Fig. 9. —Bungarue fascicUus. Transverse section through fang region. 

(Right of fig. towards midline.) 

therefore, that there may be some physiological contraction of the lower part of 
the venom duet, forming a temporary closed system with the groove, and allowing 
the fang to act as a hypodermic syringe. The frequent shedding of the fangs would 
in any case appear to preclude the development pf a more intimate structural con¬ 
nection between the base of the fang and its duct, as was pointed out by West (1898). 

25 * 
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Boulenger (1896) has suggested a hypothetical origin of the viperine fang from 
the opisthoglyphous dentition by supposing a progressive forward migration of the 
enlarged posterior maxillary teeth combined with a relative shortening of the 
maxilla, and disappearance of the anterior maxillary teeth. Following this view 
the evolution of the viperine venom gland from the opisthoglyph parotid could be 
explained by an increasing differentiation of the parotid gland which loses all 
connection with the superior labial, while its duct is carried forward by the migration 
of the enlarged posterior teeth. The embryological researches of Martin (1899), 
however, do not confirm this view, since, according to this worker, the venom glands 
arise from separate epithelial buds to those which give rise to the labial glands. 

The venom apparatus of the Elapidae (cobras, kraits, coral snakes and sea 
snakes) shows certain differences from the viperine structure, which, however, it 
resembles in general. In these forms the fangs are relatively smaller, are derived 
rom the anterior series of maxillary teeth, and are immovably fixed in position. 
In Bungarus fasciatus , serial sections of which were available, the body of the venom 
gland extends relatively further forward than in vipers, and its duct is correspondingly 
shorter. The anterior portion of the venom gland and its duct were in very close 
relationship to the superior labial, which was penetrated by the duct as it passed 
medially to reach the poison fangs (fig. 9). The arrangement of the fang base and 
termination of the duct was very similar to that observed in Vipera russdli. 
Dissection of Naja naja (PI. 6, fig. N) and accounts by West (1895) and Phisalix 
(1922) suggest that the condition in other proteroglyphs is very similar. 

There are no indications as to how the venom apparatus of these snakes may 
have been evolved; possibly the anterior part of the superior labial may have 
become modified to give rise to the venom gland, but no intermediate stages 
are found among living forms, and no embryological investigations appear to have 
been recorded. 

(5) The anterior temporal gland. 

This gland was first recorded by Phisalix (1922), who figures it in llysia scytale , 
Eryx johni and Platyplecturus (? sp.), and lists it as present in Ungalia maculata , 
Eryx conicuSy Rhinophis trevelyanus, UropeUis nigra , U. pulneyensis and Plecturus 
perottetti. It is also figured by Haas (1930) in Silybura (Uropeltis) brevis and 
Xenopeltis unicolor. Phisalix observes in her monograph (p. 395, vol. 2) “ that 
in the Ilysidae, Boidae and Uropeltidae there exists a gland more deeply situated 
than the parotid and which our experience shows to be venomous. It is lodged 
in a depression in the anterior mandibular muscle, and extends forwards to the 
posterior end of the maxilla.” She terms this gland the anterior temporal, but 
gives no account of the distribution of its ducts. 

We were able to find this gland by dissection in Uropeltis ceyhonicus y Cylindrophis 
rufus , and also in certain aglyphous Colubrids (Coluber fasciolatus , Ptyas mucosus, 
and some members of the genera Lytorhynchus and Elaphe). It is doubtless present in 
many other snakes, but it is often difficult to demonstrate by dissection on account 
of its small size. It is easily overlooked in a superficial dissection, since it is partly 
overlapped by the posterior end of the superior labial gland, and by the ligamentum 
zygomatieum, a strong fibrous band which passes forwards from the quadrate bone 
to be inserted into the capsule of the superior labial and the tissues around 
the posterior end of the maxilla. The distribution of the anterior temporal, 
at any rate as a well-developed structure, appears to vary considerably in 
members of the same genus. For instance, the gland is well developed in Coluber 
fasciolatus from N.W. India, but could not be distinguished on dissection in Coluber 
gemonensis from Cyprus. In Xenopeltis and certain Boids there appeared to be small 
saccular or nodular structures in "the region of the junction of the upper and lower 
jaws, but without microscopic examination it was impossible to say whether they 
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were glandular in nature and what was their relationship to the posterior end of 
the superior labial. In certain lizards (e.g. Anguis) and snakes (e.g. Trachyboa ), 
of which serial sections were available, small glands were found to discharge beneath 
the posterior labial scales at the junction of the jaws, and appeared to represent 
elements of the labial glands prolonged backwards behind the jaw junction. It is 
possible that the anterior temporal has been evolved from such structures, and it is 
clear that microscopic examination of sections provides the only satisfactory criteria 
for determining the existence of the anterior temporal gland as a distinct entity. 

Of the forms in which a distinct anterior temporal can be demonstrated by 
dissection, serial sections of Cylindrophis rufits and Coluber fasciolatus were available. 
In both these widely separate types the form and relations of the gland was essentially 
similar, though the structure is considerably more obvious on dissection in Coluber. 
Anteriorly, the gland lies between the extra-orbital part of the Harderian and the 
superior labial, and is prolonged backwards behind the superior labial, from which 
it is separated by a layer of connective tissue (fig. 10). In both forms the posterior 



Fig. 10 .—Coluber fasciolatus. 

Drawing of head showing anterior temporal gland and planes of section in figs. 11-13. 

part of the gland divided into an upper portion which terminated in the tempora 
region, and a lower portion which passed downwards and gave origin to the duct 
system. In Cylindrophis the single duct is long and tortuous, and opens on to 
the surface of the head beneath the last labial scale, just behind the junction of the 
upper and lower jaws. In Coluber there are several short ducts which discharge 
directly downwards to open beneath the scale in a similar manner (figs. 11, 12, 13). 

The function of this interesting gland is obscure. Although it does not discharge 
directly into the mouth, it seems likely that the bulk of its secretion would pass 
forwards into the mouth when the jaws are widely open and would reach 
the surface of the prey when the snake was feeding. The gland can therefore 
probably be regarded as having a salivary function ; unfortunately Phisalix does 
not cite her evidence when she states that its secretion is venomous. The possibility 
that it may function as an integumentary gland comparable with the small skin 
glands in TypMops or the vertebral (=nucho-dorsal) glands described by Smith 
(1938) in certain species of Ncdrix and Macropisthodon cannot be entirely eliminated. 

In her monograph (p. 397) Phisalix describes a gland in TypMops punctatus 
ly ing in the temporal region. She regards this as distinct from the anterior temporal, 
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which is not found in Typhlops, and terms it the “ temporo-medial gland.” From 
examination of her figure and comparison with a series of transverse sections through 
the head of T. diardi, it seems highly probable that this gland is nothing more than a 
posterior prolongation of the inferior labial, which extends backwards and upwards 
into the temporal region, and comes into relationship with the Harderian gland 
(figs. 14-18). A similar prolongation of the superior labial gland into the temporal 
region has been observed by Radovanovic (1935) in Bhinophis. 


(6) The Harderian gland . 

This gland, variously described as the Harderian gland, lachrymal gland, or 
great orbital gland, was well known to the earlier workers, but the remarkable 
relationships of its duct system with the sub-brillar space (closed conjunctival space) 

.Fig. 11 Fig. 12 Fig. 18 



Fig. 11 .-—Coluber fasciokUus . Transverse section through lateral part of temporal region 
showing ducts of anterior temporal gland discharging beneath posterior labial scale. 

Fig. 12.—-Coluber fasciclatus. As fig. 11, but a few sections further forward, showing 
division of posterior part of anterior temporal gland. 

Fig. 13.-~Coluber fasciolatus . As fig. 12, but a few sections further forward, showing 
relationship of anterior temporal to superior labial gland. 

and upper end of the lachrymal duct were not described correctly until the work 
of Bom (1876-83 ; see Franz’s account in the handbook by Bolk and others). 
The gland has recently been described by Schwarz-Karsten (1937) in a number of 
lizards and Natrix natrix , by Bellairs (1942) in Viperia hems, and by Walls (1942) 
in his general account of the vertebrate eye. A detailed study of this gland in 
the Squamata by Bellairs and Boyd is in preparation, and the following acoount is 
in general terms only. 

The gland is present in all lizards and snakes, as well as in many other reptiles, 
birds and mammals. In lizards, where a lachrymal gland also may be present* 
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it lies at the anterior pole of the eyeball and discharges typically into the conjunctival 
space deep to the nictitating membrane. In snakes, where the lachrymal gland is 
absent, the Harderian is always well developed, and in some forms (e.g. with reduced 
eyes, such as Typfdops and Bhinophis) it is relatively enormous, completely 
surrounding the eyeball and optic nerve. The body of the gland lies behind the 

Fig. 14. Fig. 15. 



Fig. 14 .—Typfdops diardi . Drawing of head showing posterior extension of inferior 
labial gland into temporal region and planes of section in figs. 15-18. 

Figs. 15-18 .—Typfdops diardi . Series of transverse sections passing progressively 
backwards, showing extension of inferior labial gland into temporal region. 

orbit and is readily visible when the skin has been removed. This part of the gland 
is highly variable in size, being very small in Dryophis (PL 5, fig. J) and very 
large and prolonged backwards for some distance in the egg-eaters, Dasypeltis 
(PI. 4, fig. B) and Elachistodon. The gland passes forward medial to the post-orbital 
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bone, when this is present, and runs anteriorly beneath (in some cases surrounding) 
the optic nerve in the medial wall of the orbit as a flattened band-like structure- 
Its duct arises in the,anterior part of the orbit and in most snakes (e.g. Colubridae, 
Elapidae, Viperidae) it discharges directly into the upper part of the lachrymal 
duct, which passes forwards and downwards to open into the lower part of the duct 
of Jacobson's organ (fig. 19). In such forms no ducts from the gland communicate 
directly with the sub-brillar space, but this does, however, communicate with the 
lachrymal duct by a very fine channel which may perhaps disappear entirely in certain 
burrowing forms (e.g. Bhinophis). It was the exiguity of this channel in Vipera 
berus that led one of us (Bellairs, 1942) to the erroneous conclusion that in this 
form the sub-brillar space was a closed cavity, and that it was the duct of the 
Harderian gland, and not the lachrymal duct, that opened in the neighbourhood 
of Jacobson's Organ. A series of drawings of microscopic sections showing the 


Fig. 19. 

Hone of 



relationship of the duct of the Harderian gland to the lachrymal duct, and of the 
latter to the sub-brillar space in Natrix natrix is given in figs. 20, 21, 22. 

In certain primitive snakes (e.g. Cylindrophis, Boa), however, the Harderian 
gland communicates directly with the sub-brillar space by a number of separate 
ductules, while its main duct discharges into the upper end of the lachrymal duct, 
which has a relatively wide communication with the sub-brillar space. The 
functional and phylogenetic aspects of these relationships will be discussed in detail 
in the separate paper by Bellairs and Boyd. 

(7) The inferior labial glands. 

These glands correspond in position with the superior labials, lying along the 
margins of the lower jaw, and opening similarly by a number of ducts lateral to the 
teeth {fig. 24). It is interesting to not© that they are better developed than the 
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superior labials in most primitive snakes (e.g. Xenopeltis) and in most lizards. 
It is from the inferior, and not the superior, labial glands, that the venom glands 
of the poisonous lizard, Heloderma , have been developed. 

(8) The msal glands . 

These were present in all the snakes examined, though their size was very variable, 
being small in Viper a, and very large in Xenopeltis . The body of the gland lies 
beneath the skin behind the nostril on each side, and posteriorly the gland passes 
inwards and is incorporated into the nasal concha, where it lies, completely sur-, 
rounded by cartilage, within the nasal cavity. Its ducts could not be demonstrated 
by dissection, but the gland was observed in microsoopical sections (Xenopeltis f 

Fto. 28 . 



Fig. 23 .—Thamnophis sirtdUs. 

Paramedian section showing glands at lower jaw and their duets. 


Cylindrophis rufus, Typhlops diardi , Boa constrictor , Thamnophis sirtalis , Vipera 
berus and others) to discharge by one or more ducts into the posterior aspect of 
the groove of the nostril or into the adjoining part of the nasal cavity (figs. 1-4). 

(9-10) The mandibular and sublingual glands. 

The glands of the lower jaw consist of a pair of mandibular glands (lateral 
mandibular glands of Fahrenholz’s account), and a single median sublingual gland 
which Fahrenholz regards as representing the fused medial mandibular glands of 
some lizards. 

The mandibular glands are pear-shaped structures lying one on either side of 
the midline at the front of the lower jaw and directed obliquely inwards so that 
their anterior ends, which bear the ducts, nearly meet in the midline (figs. 24 and 27). 
Each gland discharges by a series of short ducts .(six in number in Thamnophis) 
which are separated by short thick papillae (fig. 23). The posterior parts of the 
glands lie deeper in the tissues of the jaw, and are closely surrounded by muscles. 
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The sublingual gland is an elongated median structure closely applied to the 
floor of the tongue sheath, and extending from the level of the hinder parts of the 
mandibular glands to a region well behind the epiglottis (figs. 23-27). West (1898) 
observed this gland in some of the snakes which he examined, but he does not state 
the species. He describes it as discharging by numerous ducts into the sheath of 
the tongue, but in most of the species examined microscopically by us the ducts 
discharged at a level well anterior to the tongue sheath, although some of the 
secretion would doubtless be carried back into this structure by the movements of 
the tongue. The ducts appeared to be most numerous at about the level of the 
posterior ends of the mandibular glands, and were arranged in a longitudinal series 
on either side of the midline (figs. 23 and 25). Further back the gland was separated 
from the tongue sheath by a layer of connective-tissue, and ducts perforating this 
were observed only in Bungarm (fig. 26). In some species, however (Xenopeltis, 
Cylindrophis ), the tongue sheath was lined with secreting epithelium, or possessed a 
few small isolated glands opening into it (Boa). The sublingual gland could not be 
identified microscopically in Xenopeltis , Cylindrophis , TypMops or Trachyboa , and 
was poorly developed in Boa constrictor. 

"Fig. 26. Fig. 27. 




Fig. 26 .—Vipera russelli. As fig. 25, but further back, showing relation of sublingual 
gland to tongue sheath. 

Fig. 27 .-—Vipera russelli. Drawing of dissection of glands of lower jaw from above after 
removal of epiglottis and trachea. Planes of section in figs. 24, 25, 26 are shown. 

The existence of the small paired “ supralingual glands ” described by Bisogni 
(1897) in vipers was confirmed in V. berus and V. russeUi , where they were seen to 
he on the dorsal aspect of the tongue sheath at about the level of the epiglottis 
(fig. 26). Since their ducts open into the tongue sheath, however, and not on to 
the dorsal surface of the epiglottis and trachea, they can hardly be regarded as 
homologous with the crico-arytenoid glands of lizards, as is suggested in Bolk’s 
handbook. 

List of Material Examined. 

(1) By microscopic examination of serial sections. 

Family . Genus and species. Glands examined. 

Xenopejtidae .. X. unicolor .1 . nasal, Harderian, mandibular. 

Ilysiidae . Cylindrophis rufus .... nasal, Harderian, mandibular, labial, 

anterior temporal. 






THE HEAD GLANDS OF SNAKES 


367 


Typhlopidae .. 

Boidae . 

Colubridae .... 

Viperidae. 

Elapidae. 


T. diardi . nasal, Harderian, mandibular, labial, 

anterior temporal. 

Boa constrictor . nasal, Harderian, mandibular, sublingual. 

Trachyboa boulengeri . nasal, Harderian, mandibular, labial. 
Natrix natrix . Harderian. 

Thamnophis sirtalis .. . nasal, Harderian, mandibular, sublingual, 

labial. 

Coluber fasciolatus ... anterior temporal. 

V. berus . f nasal, Harderian, mandibular, sublingual, 

V. ru8selli .\ labial, venom gland, siipralingual. 

Bunyarus fasciatns .. . nasal, Harderian, labial, venom gland. 


(2) Spirit specimens dissected. 

Boidae. 

Boa constrictor , Enygrus asper, E. australis , Epicrates cenchris , Corallus cookei , 
Nardoa gilberti , Eunectes murinus, Tropidophis melanurus, Trachyboa gularis , 
Lichanura trivirgatus , Boleria multicarinata, Charina bottae , Caesarea dussumieri , 
Eryx, jaculus, Python spilotes , Calabaria reinhardti. 


Typhlopidae. 

Typhlops diardi , T. punctatus . 

Uropeltidae. 

Uropeltis ceylanicus. 

Ilysiidae. 

Ilysia scytale. 

Xenopeltidae. 

Xenopeltis unicolor . 

Colubridae. 

Pareas carinatus , Acrochordus javanicm, A. granulatus , Dasypeltis scaber , 
Elachistodon westermanni, Elaphe radiatii, AhaetuUa caudolincata, Oligodon cyclvrus , 
Macropisthodon rhodomelas , Coluber fasciolatus, C. gemonensis, Ptyas mucosas, Natrix 
natrix , A 7 , stolata , A 7 , subminiata , Boiga dendrophila,, Psammophis sibilans, Dryophis 
nasutus, Chrysopelea ornata , Cerberus rhynchops, Dispholidus typus. 


Viperidae. 

Viper a berus , F. russeUi , Triweresurus popcorum, T. erythrurus , Crotalus terrificus, 
Causus rhornbeatus. 

Elapidae. 

A r aja waja, Bungarus caeruleus , Dcndraspis angusticeps , Notechis scutatus , Denisonia 
supertxi. 

Hydrophiidae. 

Lapemis hardwickii. 
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A .—Ilysia acytale. 

C .—Eryx jnctdus. 

E .—Dasypeltis scabra. 

G .—Macropisthodon rhodomelae . 


B .—Uropeltis ceylamcus. 

D .—Pareas carinatus. 

F .—Ahaetnlla caudolineata . 
H .—Natrix natrix. 
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I .—Psammophis sibilant. 
K .—Xenopeltis unicolor. 
M .—Cerberus rhynchops. 


J .—Dryophis namtus . 
L .—Ptyas mucosus. 

N .—Naja naja. 
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Contributions to the study of some African mammals—VI. Notes on the interior 
of the skull in Lion, Leopard, and Cheetah. By A Tindell Hop wood, D.Sc., 
F.L.S., Department of Geology, British Museum. 

(Plates 6 & 7, and 2 Text-figures) 

[Read 21 November 1946] 

Although many authors have described skulls of one or other of these three 
species, and none better than Dawkins and Sandford when dealing with the Cavo 
Lion nearly eighty years ago, very little has been written about the inside of the 
skull. The latest author, Haltenorth, in a very long and detailed paper on the 
relationships of the great cats expressly says that he was unable to dissect the skulls. 
This is the more unfortunate in that he had at his disposal a far greater mass of 
material than have most authors ; of the three species here dealt with, he had 124 
skulls of Lion, 450 of Leopard, of which all but 72 had been collected in Tanganyika 
Territory, and 47 African Cheetah. In contrast 1 had one Lion, two Leopard, and 
a Cheetah, all unlocalized and bought for a few pence here and there as the opportunity 
offered. Through the kindness of Mr. M. A. C. Hinton ,F.R.S., who gave me permission 
to section them, I was able to add two others of each species preserved in the Depart¬ 
ment of Zoology of the British Museum. 

I. MEASUREMENTS. 

The following measurements in millimetres are those of a male of each species 
shot in East Africa ; the Leopard and Cheetah were chosen because their basal lengths 
are approximately equal. The figures in italics are the proportions when the basal 
length is taken as 100. 


Basal length . 

Bizygomatic width . 

Length of palate .:. 

Width of palate outside P4 . 

Width of brain-ease. 

Interorbital width . 

Width of post-orbital constriction 


Lion 

Leopard 

Cheetah 

282 

153 

149 

100 

100 

100 

221 

117 

134 

78-3 

76-5 

00 

136 

77 

68 

48-2 

50-4 

456 

123 

74 

73 

43 6 

48-4 

40 

94 

68 

69 

33-3 

44-5 

46-3 

70 

34 

41 

24-8 

22-4 

27-5 

61 

43 

55 

21-6 

28-1 

36-9 


The most significant of these dimensions are the width of the brain-case and the 
post-orbital constriction. From the former one would deduce that the Lion has a 
relatively smaller brain than either of the other species, and from the latter that it 
is more p rimi tive ; both these deductions are supported by the facts. 


II. AIR SINUSES. 

The sinuses of the Cheetah are much greater than those of the Leopard. The 
largest is the frontal sinus (2 1 of Paulli’s notation). In the Leopard this usually 
faym a sin gle chamber in the posterior part of the frontal bone, and is strengthened 
mm. soc.— zoology, vol. xli. 26 
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her© and there by septa which project inwards from the periphery of the cavity. 
The sinus opens into the olfactory chamber of the nose by means of a small oval 
foramen between the basal lamellae of the first and seoond ectoturbinals, and the 
lateral lamina of the latter may extend backwards through the foramen into the 
sinus. t 

In all these features the Leopard agrees with the Lion and Cat (Paulli, 1900 ; 
Leopard not described), but the skull of an adult female (basal length 100 mm.) 
shot at Muhambwe, S. Kigoma District, Tanganyika Territory (regd. 36.2.28.20. 
B.M. Zool. Dept.), shows an interesting individual variation. The frontal sinus 
of this specimen is very small; it occupies that part of the bone which is medial to 
the post-orbital process, is posterior to the line joining the tips of those processes 
and is anterior to the semi-circular line (linea semicirc. oss. front.). The remainder 
of the posterior moiety of the frontal, normally occupied by an extended sinus, is 
filled with cancellous tissue, of which the cells communicate with the sinus proper 
by numerous irregular foramina. 




Fig. 1*—Median longitudinal sections through the fronto-parietal suture of young (A) and old (B> 
adult Cheetahs. The outer table of the parietal projects beyond the inner and in the old 
animal the frontal sinus extends backward to the limit of the frontal bone. It does 
not invade the parietal. 

According to Paulli (op. tit.) the frontal sinus of the Cheetah is large and extends 
throughout the hinder-half of the bone into the anterior portion of the parietal. 
A specimen, probably from Angola (regd. 26.6.4.4.), chosen because of its size (basal 
length, 163 mm.), agreed with the other specimens examined in having sinuses 
co-extensive with the frontal bones, but not invading the parietals. This specimen 
affords a possible explanation of Paulh’s statement. It will be seen from Fig. 1 
that the anterior margin of the parietal and the posterior margin of the frontal are 
bevelled in such a way that the outer table of the parietal projects beyond its inner 
table and actually lies over part of the frontal sinus. Paulli opened the sinus from 
above by means of a chisel, a method which when applied to an old skull with the 
sutures almost obliterated would be very unlikely to reveal the fact that the posterior 
wall of the sinus is composed of two laminae, and that the parietal is excluded from 
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the boundaries of the cavity. The foramen between the first and second ectoturbinals, 
by which the sinus and nasal cavity communicate, is a rather irregular oval and is 
very large; it measures approximately 10x4-5 mm. The septa are much better 
developed than they were in the Leopards examined. 

One specimen of a Cheetah was peculiar because of the marked asymmetry of the 
frontal sinuses. That on the left occupied the whole of the frontal bone, but that 
on the right was relatively small. It is confined to the lateral moiety of the posterior 
half of the bone. Between the medial wall of the sinus and the sagittal suture is 
a very big cavity which communicates freely with the olfactory chamber, of which 
it forms a part, and extends back to the coronal suture ; it originally contained a 
backward extension of the first ectoturbinal. This cavity opens into the sinus 
proper by means of a foramen in its posterior wall. 

The proximal portions of the nasal bones of both Leopard and Cheetah contain 
a large cavity, greater in the latter species, which is freely open behind into the 
nasal cavity. This nasal sinus often contains an anterior extension of the first endo- 
turbinal. I found no such cavity in the Lion. 

The sphenoidal sinus (sinus IV of Paulli) is very much larger in the Cheetah than 
in the Leopard. Not only does it take up more room in the presphenoid, but it 
extends back into the basisphenoid and outwards into the alisphenoid. It abuts 
directly against the hypophyseal fossa, from which it is separated by a thin plate 
of bone. In the Leopard the sinus is much smaller and does not extend so far back ; 
there is an appreciable extent of ordinary bone between it and the fossa for the 
hypophysis. 

Paulli also mentions that the domestic cat, the Lion and the Tiger have each 
a small sinus in the hindmost part of the upper jaw. In the cat it forms a shallow 
pocket between the lateral plate of the ethmoid and the wall of the nasal cavity ; 
in the Lion the sinus occupies the same position, and is high, but shallow. The 
Cheetah and Leopard have similar sinuses ; in the former it is a small narrow 
cavity with the lachrymal and the orbital plate of the frontal for its outer wall, but 
not extending into the maxilla ; in the latter it resembles that of the Lion, though 
it is probably somewhat lower in proportion. There are indications that this sinus 
is apt to vary with the individual, and not seldom it is difficult to find ; indeed, it 
would appear to be absent in some specimens of Leopard and Lion, although it may 
never disappear entirely in the Cheetah. 

The Lion agrees with the Leopard in its main features, but the sphenoidal sinus 
is larger. It excavates the root of the alisphenoid and may impinge slightly on the 
basisphenoid. In each of the specimens examined this sinus proved to be more 
extensive than that in the skull described by Paulli (op. cit. f p. 504). The posterior 
nares are higher than those of the Leopard, though not so high as those of the Cheetah. 

III. BASICRANIAL AND OTIC REGIONS. 

The basicranial and otic regions of the Cheetah differ in detail from those of the 
Lion and the Leopard. Many of the differences in the basi-cranium arc due to the 
bending down of the face on the cranial axis, and, consequently, there is a shortening 
of the distances between the post-glenoid process and the bulla, and between the 
bulla and the occipital condyles. On the other hand, the relation of the anterior 
condyloid foramen to the foramen lacerum posterius is the same in the Leopard 
and the Cheetah, the former foramen opening into the latter. 

Thp bulla is described (van Kampen, 1905 ; van der Klaauw, 1931) as being 
attached to the skull by the hinder leg of the tympanic alone, although Pocock (1916) 
mentions an anterior attachment to the basisphenoid. Doubtless the posterior 
tympanic attac hmen t is the primary one in all three species, but the anterior leg 
of idle tympanic is flattened and expanded at its tip to form a plate which is very 
closely applied to the postero-ventral surface of the root of the zygomatic arch, and 
which begins to enter into bony union with the squamosal whilst the animal is still 
sub-adult (cf. Lioness regd. 31.1.3.2. B.M. Zool. Dept.). In fully adult animals 
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vestiges of the joint remain as a fine crack, or suture, but a saw-cut is the only means 
of separating the two bones. The anterior attachment of the bulla to the basi- 
sphenoid is a sutural union, but the suture gradually becomes more and more indistinct 
until, in some old males, it disappears (Leopard, regd. 31.1.2.7 ; Cheetah, regd. 
31.1.3.3, suture only just visible; Lion, regd. 27.2.1.1., suture only just visible). 
Eventually, too, the lateral and posterior walls of the bulla fuse with the mastoid 
and paroccipital processes of the Leopard and Lion ; I have not observed this last 
attachment in the Cheetah. Hence it would seem to be more accurate to say that 
the primary attachment of the bulla to the skull is by means of the posterior leg 
of the tympanic, and that secondary attachments arise in the order, anterior leg 
of the tympanic, basisphenoid, mastoid, paroccipital process. 

The greatest height of the bullae of the Lion and Leopard is about the centre, 
but in the Cheetah it is at about the anterior third of the length; in addition the 
bulla of the Cheetah tends to be more compressed laterally than it is in the other 
two species. In all three species the degree of inflation is such that the bulla covers 
the foramen lacerum anterius (f. 1. medius of many authors) and overhangs the 
foramen lacerum posterius. 

The paroccipital processes are somewhat broadened, flattened, and applied to 
the posterior end of the bulla, but whereas in the Lion and Leopard, at least in old 
males, they may enter into bony union with the bulla, such union appears never 
to take place in the Cheetah. Moreover, the tip of the process is usually free in the 
Cheetah, whereas in the Lion and Leopard it is free only in old males. In all three 
species this process contains much cancellous tissue. The mastoid process is relatively 
small and closely applied to the bulla, though the tip is always free. The ^nterior 
contains many large air-cells at its base about the level of the epitympanic recess. 
The cells diminish in size as they are traced towards the tip of the process, but the 
internal tissue always remains cancellous, more especially in the Cheetah. 

Both the Leopard and the Cheetah display a pronounced groove for the tympano- 
hyal, but whereas in the latter the groove remains widely open, with little or no 
tendency for its margins to turn in towards each other and so to form a tube, in the 
former the margins do turn inwards and come fairly close together, although they 
do not meet. Conditions similar to those in the Leopard obtain in a good many 
Lions, but in old males at least the formation of the tube is complete. The tympano- 
hyal is cartilaginous throughout life according to Pocock (1916), but van Kampen 
(op. cit ., p. 608) and van der Klaauw (op. cit., p. 242) say that it usually fuses with 
the bulla, and the latter suggests (p. 239) that Pocock is referring to the tympano- 
styloid cartilage. For my part, I have not been able to detect a satisfactory tympano- 
hyal in any specimen examined. At the bottom of the vagina processus hyoidei 
there is occasionally a fissure which leads into the bulla medial to the posterior tip 
of the tympanic. This is a vestige of the fissura tympano-mastoidea through which 
Reichert’s cartilage entered the middle ear of the embryo (cf. Lioness, 31.1.3.2. ; 
Leopardess, 36.2.8.20.). The pit for the hyoid is in advance of the stylomastoid 
foramen in the Lion and Leopard, but is medial, or slightly postero-medial to it in 
the Cheetah. 

At the antero-medial margin of the bulla is a long process directed forwards and 
slightly inwards. This process, p. entotympanicus, is closely applied to the ventral 
surface of the basisphenoid by a dentate suture; later in life the two bones fuse. 
Lateral to it, and at the anterior end of the furrow separating the ento- and eoto- 
tympanic bones, is another process, the processus styliformis (van Kampen, op. cii 
j). 601), to which the tensor veli muscle is attached ; it is email and often ill-defined 
in the Leopard, larger and laterally compressed in the Lion, and reaches its greatest, 
development in the Cheetah in which it forms a stout dorso-ventral plate. 

The bony tube (tuba ossea auditiva sive eustachii) is formed by the bulla and 
alisphenoid in all three species; the petrosal plays no essential part in its construction, 
although it occasionally forms part of the roof of the extreme posterior portion when 
the alisphenoid is deficient. 
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The middle ear of the Felidae has often been described, but certain details still 
remain to be mentioned. The epitympanie recess is fairly deep in all three species ; 
its lateral wall is normally formed by the squamosal, but occasionally the petrosal 
extends outwards and downwards to take a very small part in the formation of the- 
wall. The chief difference between the Leopard on the one hand, and the Lion and 
the Cheetah on the other, is that whereas in the Leopard the roof of the fossa for 
the m. tensor tympani is much higher than that of the fossa for the head of the malleus, 
the other two species have both fossae of approximately the same height. 

In Leopard and Cheetah the septum bullae is closely applied to the ventral 
surface of the petrosum and its free margin turns outwards. At the posterior end 
the margins of the mesial wall of the bulla and the septum are widely separated; 
as they pass forwards, they approximate so that a triangular slit is formed which is 
closed by the promontory of the petrosal, and the only direct communication between 
the two chambers of the bulla is at the posterior end. In the Lion, on the other hand, 
the septum does not meet the petrosal and the two chambers communicate freely 
along the whole length of the septum by a fissure which may be as much as 4 or 5 mm. 
wide at its widest part, and in no specimen examined is less than 2 mm. least width. 

Hyrtl (1845) says that the fenestra cochleae, which is immediately in front of the 
opening by which the two chambers of the bulla communicate varies in its direction 
according to the species. He says that in the Lion the opening between the chambers 
is of a fair size and that the fenestra partly faces into the medial chamber, whereas 
in the Leopard the fenestra opens almost entirely into the medial chamber, van 
Kampen ( op . cit ., p. 504) criticizes certain aspects of Hyrtl’s results, which, he suggests, 
are to be explained by the difficulty of delimiting the two chambers of the bulla 
at the point where they communicate. A very simple method of estimating the 
position of the fenestra cochleae is to look through the external auditory meatus of 
the dried skull. Viewed in this manner, the f. cochleae and f. vestibuli are always 
visible, the former in part and the latter entirely, in both the Leopard and the 
Cheetah. As a general rule neither opening is visible in the Lion, although the 
f. vestibuli is to be seen with some difficulty. There appear to be two reasons 
for this. First is the purely mechanical one that the meatus is relatively narrower 
in the Lion and the rugged nature of the surrounding structures makes it difficult 
to examine the inside of the ear from an oblique angle ; second, which may be 
verified by removing the medial wall of the bulla, is that the f. cochleae may be 
directed more to the inner chamber in the Lion than it is in the other two species. 
All three species have a variable number of crests and osteophytes springing from 
the walls of the medial chamber of the bulla ; they are best developed in the Lion. 

The petrosal bone of the Lion differs from that of the Leopard and Cheetah in 
a rich development of air-cells in its upper portion, whereas in the other two species 
such cells are few or absent. 

IV. THE SKULL (INTERIOR) AS A WHOLE. 

The details of the interior of the skull in sagittal section are shown in the plates 
accompanying this paper. The specimens there figured were photographed so that 
the skulls on PL 6 are all of the same basal length, and the endocranial casts on 
PI. 7 are of the same overall length measured from the back of the cerebellum to the 
front of the olfactory bulb. Two features are immediately noticeable, namely, 
the different extent to* which the face is bent down on the basicranial axis (least in the 
Leopard, greatest in the Cheetah), and the relative volume of the interior of the 
brain-case (least in the Lion, greatest in the Cheetah). The former is further illus¬ 
trated in Fig. 2. Here the anterior and posterior ends of the basicranium 
have been arranged on the same horizontal, and the outlines drawn to the same 
basal length ; the proportional lengths of the cranial bones are shown, as well as the 
relative heights of the posterior nares, and the brain-case, and it is evident that the 
skull of the Lion is more primitive than that of the Leopard, despite the greater degree 
of specialization involved in the bending-down of the face. 
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The primitive nature of the Lion is again noticed when the inside of the brain- 
case and the endocranial cast are examined. Not only is the relative volume of the 
brain smaller, but its anatomy is more primitive. For example, the cerebellum 
does not extend backwards along the medulla as much as it does in the Leopard and 
Cheetah, and, relative to the middle lobe, the anterior and temporal lobes are smaller 
and less inflated. Another primitive feature of the endocranial cast of the Lion 
is the length of the olfactory bulb as measured from the supraorbital sulcus. 

The external features of the brain of the Cheetah are affected by the bending 
down of the face on the basi-cranial axis. This has prevented any real shortening 
qf the olfactory lobe and has carried it downwards, so that the lobe itself is relatively 
as long as that of the Lion, although it is not so deep from above downwards, and is 


Br 



Fig. 2. —Superimposed outlines of median longitudinal sections of the skulls of Lion (full line). 
Leopard (dotted line), and Cheetah (broken line) drawn to the same basal length and with the 
anterior and posterior ends of the basicrania on the same horizontal. BPS indicates the 
suture between the basi* and pre-sphenoid bones (1 — Lion ; 2 — Leopard ; 3 — Cheetah). 
La, Lambda ; Br, Bregma ; Na, Nasion ; MP, Maxillo-palatine suture. 

less in volume. Hence there is evidence to support the suggestion that the sense of 
smell is not so strongly developed in the Cheetah as it is in the lion and Leopard. 
Another effect of the bending of the skull is to prevent the forward growth of the 
cerebrum, consequently the inferior surface of the anterior lobe, which is convex 
in the Lion, becomes concave as the brain moulds itself to the posterior wall of the 
orbit. ^ A similar phenomenon is displayed by the Leopard, but in that species the 
flattening of the anterior lobe is entirely due to the forward growth of the cerebrum 
until it impinges on the orbital region. 

The cerebral gyri and sulci are typical of the cats in general, but as the figures on 
Pl. 7 indicate, they are not always clearly reproduced on the endocranial cast, although 
with patience they can usually be made out (c/. Merriam & Stock, 1932, figs. 11,135). 
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The angles between the various planes of the skull in median section are 


Basicranium-Foramen magnum .... 

Basicranium-Cribrif. plate . 

Basi cranium—Facial axis. 

Basicranium-Tentorium (summit) .. 


Lion 

Leopard 

Cheetah 

Cat 

93° 

103“ 

94° 

110° 

140° 

134° 

150° 

155° 

220° 

153° 

235° 

145° 

33° 

40° 

40° 

— 


The measurements are made according to Mivart (1881, p. 84, fig. 48), from whom 
the values for the domestic cat are taken. Reasonably to interpret these values 
is a matter of some difficulty because of the different specializations in each animal; 
at the same time, there are certain features to which attention may profitably be 
drawn. The angle of the foramen magnum is practically the same in the Lion and 
the Cheetah ; in both of them it is about 10° less than in the Leopard, whereas the 
angle of the cribriform plate is greater in the same two species. The latter angle 
is clearly affected by the degree of bending down of the face on the basicranial axis, 
but the former seems to have different explanations in each of the three species. 
In the Lion the upright position of the plane of the foramen magnum is a primitive 
feature, whereas in the Leopard it has been pushed over backwards by the expansion 
in volume of the brain, especially the cerebellum. This expansion is at least as 
great, if not greater, in the Cheetah, yet the plane of the foramen magnum maintains 
the upright position which is regarded as primitive in the Lion. A possible explana¬ 
tion, already discussed by Haltenorth (1937, p. 217), is that the head and neck are 
held differently in this species, and it is very likely that this change in position prevented 
the expansion of the cerebellum having the same effect as it had in the Leopard. 
Similarly, the bending down of the face limited the possibility of forward expansion 
of the cerebrum. Nevertheless, the brain had to expand in one direction or another ; 
it took the only path left open to it and expanded upwards, for the solidity of the 
basicranium prevented any expansion downwards. Hence the more nearly globular 
shape of the brain of the Cheetah compared with the shape of the brains of the Lion 
and Leopard. 

The photographs on PI. 6 illustrate another point of interest, namely, the 
relatively small size of the Lion’s teeth. The second premolar is little more than a 
vestige in all the felines, but the third and fourth between them perform the whole 
work required of the cheek-teeth in these animals. The following figures are taken 
from the specimens shown on the plate, and the numbers in italics are the ratios when 
the basal length is taken as 100. 



Lion 

Leopard 

Cheetah 

Basal length . 

305 

j too 

183 

100 

164 

100 

Greatest length of P 3-4 . 

60 

19-7 

43 

23- J 

38 1 
23-2 

Canine height. 

45-2 

U 

35 

19-1 

21-8 

17 


These ratios do not support Hal tenor th’s contention that the teeth of the Cheetah 
are weak, for, if they are not so strong as those of the Leopard, they are certainly 
stronger than those of the Lion. Similar measurements taken from other skulls 
suggest that the upper limits of the ratios in the Lion are approximately equal to 
the lower limits in the Cheetah. Concerning the canines, there is the additional 
complication to be borne in mind, that the oldest and largest animals have often lost 
several millimetres of the tip of the tooth through wear. 

V. DISCUSSION. 

Of the three species here considered, the Leopard has the most ‘ normal' type 
of skull; the development of the brain, the angle between the basi-cranial and facial 
axes, the development of the sinuses, and the general structure of the skull are all 
those of an average feline. But the other two species show considerable deviation 
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from this type, the Lion being much more primitive and the Cheetah much more 
specialized. So far as the Cheetah is concerned, the specialization has long been 
marked by systematists by means of a distinct generic name, Acinonyx, but opinion 
generally is against according similar distinction to the Lion. Pocock, Haltenorth, 
and, most recently, Simpson, all include Lion and Leopard in the one genus Panthera. 
On the other hand, Haltenorth has clearly shown that the Lion is by far the most 
primitive of the great cats, and that conclusion is reinforced by the additional features 
here described. Indeed, the Lion is in its cranial characters farther removed from 
the Leopard than is the Cheetah from the Ounce (c/. Haltenorth, 1037): it differs 
from the Tiger as much as the Tiger differs from the Leopard, and more than the 
Puma differs from the Ounce. If Haltenorth is correct in this, and there is no evidence 
to the contrary, it seems out of scale to place the Ounce in the distinct genus Uncia, 
the Puma in Puma as a subgenus of Panthera , and yet to retain the Lion in Panthera s.s. 
along with the Tiger and the Leopard. In view of its isolation from the other species 
included in Panthera there is good reason for placing the Lion in the distinct sub- 
genus Leo Oken, 1816, and if Simpson’s cautious remark that the Jaguar ‘ perhaps 
merits subgeneric rank ’ be acted on, then it might be necessary to give the Lion the 
dignity of a distinct genus. 
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EXPLANATION OF THE PLATES. 

Plate 6. 

Median longitudinal sections of the skull of Leopard (above), Lion (centre),'and Cheetah (below) 
photographed to the same basal length. The relative sizes of the endocranial cavity, as well 
as the sinus in the nasal bone of the Cheetah, are clearly shown. 

Plate 7. 

Endocranial casts of Leopard (above), Lion (centre), and Cheetah (below) photographed to the 
same overall length measured from the back of the cerebellum to the front of the olfactory 
bulb. 
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Further Notes on the Structure of the Bony Fishes of the Order Lvomeri ( Eury - 
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1. Introduction. 

My previous work on Lvomeri (Tchernavin, 1947) was handicapped by the 
scarcity of material, and so several obscure points in the structure of these extra* 
ordinary fishes could not be studied. 

Through the kindness of Dr. A. V. Tailing of the Marine Biological Laboratory 
in Charlottenlund Slot, I received several specimens of Eurypharynx , and Dr. Tuning 
gave me his kind permission to dissect some of them. An account of the results 
obtained from the dissection of the branchial region of Eurypharynx is given here. 

This present investigation deals mainly with the nature of the extra visceral 
cleft of Eurypharynx ; the relations of the facial nerve and the nerves of the vagus 
group to the visceral clefts ; and the vascular system of the branchial apparatus. 
I had in hand for this study specimens of the genus Eurypharynx only, and used 
mainly the specimens which were damaged during their capture or which had 
already been dissected by my predecessor in the study of the * Dana ’ collection 
of L3 r omeri. I dissected the specimens under a binocular microscope, but did not 
prepare sections, and I could not inject the blood vessels owing to the smallness 
of these vessels and the unsuitable condition of the material. 

It is probable that using such a primitive method, I have missed some of the 
features of these fishes, or made some errors. I hope, however, that my description 
and figures of the structured* concerned, of the course of the cephalic nerves, and of 
the main blood vessels are correct on the whole. 

The work was done in post-war conditions, and with post-war equipment, of 
whioh the less said the better. 

The figures are drawn by the writer. The photographs were taken by the 
official photographers of the British Museum (Natural History). 

Acknowledgments. —I thank most warmly Dr. A. V. Tuning for his kind permission 
to use for this investigation the material of Eurypharynx collected by the ‘ Dana * 
Expedition, and Prof. L. Bertin for sending me this material from Paris. I am much 
indebted to Dr. E. Trewavas for her kind interest in my work, help and advice. 
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2. Nature of the extra (sixth) Visceral Cleft in Eurypharynx. 

First of all it must be stressed here that all the numerous specimens of Eurypharynx 
■of different sizes, collected in different regions, invariably have six branchial clefts 
and five holobranchs (PI. 8, figs. A, B). All the six clefts and all the five holobranchs 
are functional, and none of them can be described as vestigial; this is also confirmed 
by study of the branchial arteries.* 

Two different ways of interpreting the extra cleft of Eurypharynx seemed to me 
possible (Tchemavin, 1947 p. 312). 

(1) All six clefts of Eurypharynx are branchial clefts. If so, the ventral hyoid 
elements are completely missing, the foremost branchial cleft is situated between the 
mandible and the first branchial arch , and an extra, sixth, branchial cleft, and an extra 
posterior hemibranch, homologous to those found in some Selachians, are found 
in Eurypharynx , though never in all known recent and fossil Osteichthyes. 

(2) The cartilages supporting the septum behind the foremost cleft are the ventral 
elements of the hyoid arch, and this cleft corresponds to the ventral part of the 
prehyoid cleft. If so, the five posterior clefts of Eurypharynx correspond to the 
usual branchial clefts of Osteichthyes ; and Eurypharynx , having the ventral part of 
the prehyoid cleft open, recalls to some extent the Acanthodians as described by 

Watson (1937) t- 

Having no specimens for dissection during my previous study, I left this question 
open. 

Relations of the facial nerve and of the nerves of the, vagus group to the branchial 
arches. —The truncus hyomandibularis vii ( hmf .) emerges through the jugulkr foramen 
(text-fig. 2, fj) ventrally to the head vein. After a short run it turns slightly 
outwards, soon dividing into two branches. One branch (ramus mandibularis, m/.), 
runs outwards close to the hind edge of the hyomandibular, enters from the inner 
side into this bone and passes out from the outer side of it, running towards its 
distal end. It gives off a branch which runs first further in the same* direction along 
the suspensorium, and after passing the hyomandibulo-quadrate articulation, turns 
caudad along the inner side of the thin wall of the oral cavity. It gives branches 
to the series of the lateral line organs disposed between the suspensorium and the 
first branchial arch. The nerve runs dorsally to the foremost branchial cleft and 
passes beyond this cleft. It is probably the ramus opercularis superfacialis vii. The 
ramus mandibularis facialis runs further towards the distal end of the suspensorium 
and divides into two branches, which are probably the rr. mandibularis internals and 
externus. Apparently only one of them (r. mandibularis intemus) reaches the lower 
jaw. At the distal end of the quadrate, this nerve runs along the posterior edge 
of this bone, then passes to its inner side, medially to the mandibulo-quadrate 
articulation and to the ligament attaching the palatine to the inner surface of the 
quadrate ; further the nerve runs along the inner side of the mandible. 

The hyoid branch of the facial nerve (r. hyoideus , hf.) separates from the truncus 
hyomandibularis before the manidular nerve enters the hyomandibular bone, and runs 
caudad behind the hyomandibular. The hyoid nerve soon divides into two uneven 
branches. Both turn sharply dorsad and pass between the strong ligaments of the 
m. adductor hycmandibularis (ma.). Then they turn medially, towards the lateral 
■dorsal aorta, and come close to it in the region of the first vertebra. They run 
further towards the tail dorsally to this artery. The smaller branch gives off a small 
twig (not seen on text-fig. 2) before reaching the m. adductor hyomandibularis , this 
twig subdivides and enters this muscle. 

* Nussbaum-Hilarowicz (1923, p. 64, pi. ix, fig. 13) describes five branchial clefts in 
Eurypharynx, but on the figure, representing the some specimen , shows six branchial clefts. 
Bautner (1937, footnote on p. 243) doubts whether it is true that Eurypharynx has five holo- 
branchs; Began (1912, pp. 347-49) and Berg (1940, p. 439) do not mention the sixth cleft of 
Eurypharynx in their descriptions of this group. 

, t The presence of a complete prehyoid cleft in Acanthodians is most emphatically denied 
% Prof. N. Holmgren (1942, pp. 144, 145). 
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The main trunk of the hyoid nerve runs further backwards, but already in the 
region of the ninth vertebra it becomes of smaller volume ; running further caudad 
it gives off a large branch which runs obliquely ventrad and caudad; still further 
caudad, it divides into two branches which take a course in the same direction as 
the first branch. Thus, the hyoid nerve divides into branches running between 
the oblique transverse muscles of the wall of the gut, in front of the foremost visceral 
deft, and does not pass beyond this cleft. This indicates that the oblique muscles, 
in front of the foremost visceral cleft, correspond to the hyoid muscles, that the 
ventral elements of the hyoid arch are missing, and that the foremost visceral cleft 
of Eurypharynx is the first branchial cleft. 



Text-fig. 2. —Diagram showing the position of the hyomandibular trunk ( VII), the glosso¬ 
pharyngeal and vagus nerves and the head vein of the left side on the ventral surface of 
the cranium of Eurypharynx. x 10. fj > foramen jugularis (in the prootic); /©., foramen for 
the IX and X nerves (in the lateral occipital); hf., hyoid nerve ( VII); m£., mandibular 
nerve {Vll); hmf hyomandibular trunk ( VII); hv., head vein ; l, ligaments of the lateral 
muscle of the body; raa., m. adductor hyomandibularis; ng, f glossopharyngeal nerve; 
ng vt branch of the glossopharyngeal nerve; nv., branchial trunk of the vagus nerve; 
nvl.y lateral trunk of the vagus nerve ; vf., v, faecialis maxiUaria , 

The glossopharyngeal nerve (text-figs. 2, 3, ng.) leaves the skull through the same 
foramen (/o.) in the lateral occipital as the vagus nerve (Tchemavin, 1947, p. 315) f 
It emerges anteriorly to the ganglion of the latter nerve, then turns ventrad between 
the two ligaments ({.), of the dorso-lateral muscle of the body, close to the place 
where these ligaments are attached to the cranium. It turns then sharply caudad, 
passing ventrally to the head vein but dorsally to the lateral aorta, and lying between 
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these two vessels. It soon gives off a branch (ng x .) which runs outwards. The main 
trunk of the nerve has a ganglion-like swelling and runs further straight caudad, 
ventrally to the head vein and dorsally to the lateral aorta, in close vicinity to these 
vessels. 

Reaching the junction of the lateral dorsal aorta with the first epibranchial 
artery, the ninth nerve turns ventrad following closely the course of the artery, 
gives off a pre-trematic branch which runs towards the anterior end of the foremost 
branchial cleft, while the post-trematic nerve passes into the gill septum between 
the first and second branchial clefts. The nerve passes mesiallv to the efferent 
•dorsal loop d, but laterally to the main efferent branchial artery. After passing 
through the branchial septum it turns at about a right angle forwards, and runs 
towards the head close to the ventral branch of the first branchial efferent artery {ha.). 

The. vagus nerve (text-figs. 2,3, nv., nvl.) passes out through a foramen (fo.) on the 
lateral occipital (the foramen is common with the ninth nerve). A large ganglion 
is found just outside this foramen. It is apparently an expansion of the ramus 
lateralis vagi (nvl.). The main lateral branch of vagus (nvl.) runs straight caudad 
medially and dorsally to the cardinal vein along the vertebral column. It gives 
off at regular intervals branches running obliquely backwards and dorsad straight 
to the lateral line organs. The foremost pair of these nerves arises opposite the first 
vertebra. The branchial trunk of the vagus (nv.), after leaving the cranium, turns 
round to the ventral side of the ganglion and passes straight caudad, dorsally to the 
ninth nerve. 

Before reaching the 4 region of the branchial clefts a nerve (nv x . y truncus branchialis 
primus) separates from the dorsal side of the main trunk of the nerve, passes down¬ 
wards laterally to this nerve, to the cardinal vein, and to the lateral aorta, and 
follows very closely the first epibranchial artery. It divides then into three branches, 
the anterior (pre-trematic) reaches the first branchial arch ; the post-trematic branch 
runs into the septum between the second and the third branchial clefts, passes 
through the septum and turns towards the cranium, its course resembling closely 
that of the post-trematic branch of the glossopharyngeal nerve. A third branch 
of the truncus branchialis primus separates from it and runs backwards into the 
third branchial arch. The truncus branchialis secundus (nv 2 .) separates from the 
dorsal side of the trunk of the vagus nerve somewhat further caudad and runs into 
the third branchial septum. The branchial trunk of the vagus nerve continues its 
course towards the tail; reaching the level of the sixth branchial cleft it gives off 
a bunch of four nerves which run ventrad. The anterior of these nerves (nv s .) passes 
into the fourth branchial arch and gives off a twig, which runs into the septum 
between the fifth and sixth branchial clefts. The next nerve ( nv 4 .) passes into the 
fifth branchial arch. The two posterior nerves (nv 5 . and nv % .) pass behind the sixth 
cleft. The main trunk of the vagus much diminished in volume follows its caudad 
course close to the coeliaco-mesenteric artery (c.ma.). 

Thus, the course of the facial, glossopharyngeal and vagus nerves show that the 
foremost branchial cleft of Eurypharynx corresponds to the first branchial cleft, 
and that the sixth cleft is an additional branchial cleft which is never found in 
Osteichthyes. 

3. Gills. 

I described in an earlier paper (Tchemavin, 1947, p. 302) the position and the 
general structure of the branchial chambers in Lyomeri. From better material 
in hand I add here a brief description of the gills of Eurypharynx. 

Eurypharynx has five well-developed holobranchs situated behind the five anterior 
branchial clefts; there is no gill behind the sixth cleft. All five holobranohs have 
the same structure. 

The branchial arches are much reduced in Eurypharynx and not ossified. They 
are represented by separate cartilaginous rods extending along the branchial septa, 
close to the inner surface of the latter. The mucous membrane covering the inner 



Text-fiq. 3. —Vascular system and the nerves of the branchial region of Euryptiarynx ; 
right side; seen from within; diagrammatic, simplified ; (afferent and efferent vessels 
of the gill filaments, and the arteries issuing from the unpaired dorsal aorta to the segments 
of the body not shown). About x 6. 

Afferent vessels dotted dark, efferent dotted lighter, veins striated, glossopharyngeal nerve 
black, vagus nerve white. Branchial clefts black. 

< 2 j~a 4 , afferent branchial arteries ; at , artery of the thyroid gland; c., commissural vessel uniting 
the lateral dorsal aorta with the unpaired dorsal aorta; cd 1 ~cd l , lateral commissural vessels 
(dorsal series) of the efferent arteries ; cma., coeliaco-mesenteric artery; lateral 

commissural vessels (ventral series) of the efferent arteries; dorsal arches of the 

efferent arteries ; e t ~e 6 , epibranchial arteries ; ea t ~ea s , efferent branchial arteries; ha., ventral 
branch of the first branchial artery ; he., dorsal branch of the first branchial artery; hv., head 
vein (jugular, cardinal); ijv., inferior jugular vein; parts of the lateral (paired) 

dorsal aorta ; na, t branch of the 5th epibranchial artery (nutritive artery of the heart ?); 
ng.y glossopharyngeal nerve ; nv., branchial trunk of the vagus nerve; nv l ~*w 9 , branches of 
the vagus nerve; p„ base of the pectoral fin * pa., posterior ventral artery passing below the 
- sixth gill cleft; pc., pericardium ; r., rays of the pectoral fin ; se., sinus venosus ; v % ~v g% ventral # 
arches of the efferent arteries ; va,, ventral aorta ; uda., anterior part of the utipahed dorsal' 
aorta; t tdp., posterior part of the impaired dorsal aorta. 
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surface of the septa is thick and much folded, while the cartilages forming the arches 
are soft and transparent, more slender than a branchial artery. When the cartilage 
is isolated from the surrounding tissues, it twists and bends. It is thus rather 
difficult to trace the branohial skeleton without preparing sections. As far as can 
be seen from a dissection, the branchial skeleton of an arch consists on each side 
of a single cartilage, which is about as long as the septum ; it is of irregular thickness, 
and two narrow isthmuses can be distinguished, subdividing the cartilage into three 
parts. It may be, however, that these subdivisions are due to the shrinking of the 
•soft cartilage in spirit. 

The cartilages of the branchial arches are quite separate from each other, from 
the cranium and from the vertebral column. There are no ventral branchial elements, 
and the right and left semi-arches are thus also quite separate. I found such 
cartilaginous rods behind the first, second, third, fourth, and fifth branchial clefts ; 
I have not found any cartilages behind the sixth cleft. But it is not impossible 
that I could have missed them. 

Nussbaum-Hilarowicz (1923, p. 66) describes four branchial arches in Eurypharynx ; 
Bertin (1936, p. 23) writes that Eurypharynx has five branchial arches. 

The gills of Eurypharynx are not attached to the skeleton of the branchial arches, 
and the gill-rays supporting the gill filaments are broadly separated from the cartilage 
of the branchial arch (Nussbaum-Hilarowicz, 1923, p. 66). The gill is not confined 
to the septum between two clefts but extends along the wall of the gut dorsally and 
ventrally beyond the septum. I counted the gill-filaments in the posterior hemi- 
branch of the third cleft; seven filaments are attached to the wall of the gut above 
the septum, ten are attached to the septum itself, and nine to the wall of the gut 
below the septum. Thus, the additional parts of the gill below and above the septum 
play as important a rdle in the breathing process as the part of the gill on the septum 
itself. 

The gills of Eurypharynx consist of filaments which have substantially the same 
structure as in other Osteichthyes; it seems that there is no need to use a special 
nomenclature for their description (comp. Nussbaum-Hilarowicz, 1923, pp. 64-66 ; 
Bertin, 1934, p. 23). The filaments are long and the gill rays supporting these 
filaments are soft. Thus the filaments are not rigid and not projecting into the 
branchial cavity at a right angle to the branchial arch ; they bend freely and hang 
downwards forming a kind of neatly arranged, wavy branch or tuft. The filaments 
of the additional parts of the gill are attached to the wall of the gut in a different way 
from those attached to the septum itself; but the alternate arrangement of the filaments 
of the two hemibranchs of one gill is very distinct throughout the gill, so that it is 
quite clear to whioh holobranch each single filament belongs (compare Bertin, 1934, 
p. 34). The basal parts of the filaments of the two hemibranchs in the part of the 
gill attached to the septum, overlap each other in the usual teleostean way, for the 
afferent and the efferent arteries pass along the middle of the branchial septum 
(text-fig. 4), and the afferent and efferent vessels of the filaments issue from this 
midline. The gill-filaments of the additional parts of the gill have a different dis¬ 
position. Their afferent arteries run along the midline of the gill (between the two 
hemibranchs,) but their efferent vessels originate from an arch-like efferent vessel 
(text-fig. 4, d 2 ., v 2 .). Therefore the bases of the filaments of the two hemibranchs 
are arranged in such a way that their afferent ends are disposed along the midli n e 
of the gill, but their efferent ends are set apart along the arches of the efferent artery. 

The branchial lamellae are well developed, but appear thicker than usual in 
Osteichthyes (this is also found in some other deep sea fishes). Nussbaum-Hilarowicz 
(1923, p. 67) described their minute structure. 

I did not study the muscular system of Eurypharynx, and mention here only 
some of the uncommon features of their branchial muscles which I saw when I 
examined the branchial arteries. The branchial muscles are not attached to the 
Skeleton of the arches. Each branchial cleft is surrounded by two muscles over¬ 
lapping each other in a way similar to the mm. sphincter hranchialis anterior and 
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profundus of Petromyzon. A large muscle extends (dorso-ventrally) along the 
branchial septum, recalling by its position the m. constrictor interbranchialis of 
Petromyzon. Two longitudinal muscles run above and below the branchial clefts. 
All these muscles are controlled by the IXth and Xth nerves. There is a series 
of transverse muscular fibrils in the wall of the pharynx in front of the foremost 
branchial cleft; they are innervated by a branch of the Vllth nerve. 

The musole arising from the hind edge of the sixth branchial cleft is described 
with the heart. 


4. Vascular System * (text-figs. 3, 4, 5, 6). 

Afferent arteries .—The ventral aorta (va.) after leaving the heart almost at once 
divides dorso-ventrally into three trunks.. 

(а) The most ventral one is of small diameter ; it issues from the left side of the 
ventral surface of the ventral aorta. After a short run downwards and forwards as 
a single vessel, it divides into two arteries. The left vessel enters the left longitudinal 
ventral muscle of the body in front of the heart, the right {at.) passes along the right 
side of the thyroid gland (2.) and divides completely into small branches entering 
into the gland. This vessel has no further extension. 

The origin of the common trunk of these vessels varies in specimens; in one 
specimen it issues from the ventral side of the left first afferent artery, in another 
specimen from the common root of the four posterior afferent arteries (2nd~5th 
branchial arteries). However, it originates always from the ventral side and very 
close to the heart, its further course is always the most ventral one, and its branches 
have always the same relation to the ventral muscles and the thyroid. 

(б) The pair of vessels carrying the blood to the foremost holobranchs issue 
from a short common trunk. After a long run forwards under the branchial region, 
these vessels turn upwards at almost a right angle, towards the foremost gills, 
forming the first pair of afferent arteries (a,*). 

(c) The most dorsal division of the ventral aorta is also very short, and sub¬ 
divides into a pair of large vessels. At their origin these vessels are twisted in such 
a way that the one originating from the left side passes to the right half of the 
branchial apparatus, and that originating from the right side to the left half. The 
further course of these vessels can be seen on text-figs. 3, 5 B. Each vessel sub¬ 
divides into two smaller vessels ; the anterior one gives off the second and the third 
afferent branchial arteries and the posterior one the fourth and the fifth afferent 
branchial arteries. 

The afferent arteries themselves have some peculiarities which must be described 
(text-fig. 4). They have all five the same structure. The artery passes mesially 
to the ventral arch (v.) of the afferent artery, then it enters the gill septum and runs 
upwards laterally to the efferent artery; it extends upwards beyond the septum 
between the limbs of the dorsal arch (d) of the efferent artery. Before entering 
into the gill septum, the afferent artery gives a short branch (av.) which turns sharply 
downwards, and runs parallel to the afferent artery, but in an opposite direction, 
inside the ventral efferent arch (d.). This branch cannot be se6n in text-fig. 3 (inside 
view of the branchials), being hidden behind the main trunk of the artery, but it is 
shown in text-figs. 4 and 6. 

The thyroid gland in Eurypharynx {t.) is apparently supplied with blood directly 
by an afferent artery and thus can be described here. The gland is situated just 
in front of the heart on the ventral side of the body, close to the left side of the 
inferior jugular vein (ijv.) and dorsally to it. The gland together with the adjoining 
vessels, is enveloped in a rather loose sheath of connective tissue. To the naked 
eye the gland appears as a compact organ, light oraxige in colour. It is longer than 
broad, its length exceeds the greatest length of a branchial deft. Under a micro¬ 
scope it can be seen that the gland consists of rounded follicles arranged in throe 

* A brief account of the vascular system of Eurypharynx was published in * Nature* 
(Tcbernavin, 1946). 
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irregular longitudinal rows. The follicles are loosely connected with each other. 
The right afferent artery of the most ventral arterial trunk (at.) passes close along 
the side of the gland and divides into small twigs which sub-divide again, entering 
into the gland. The artery has no further extension. 

Nussbaum-Hilarowicz (1923, p. 68, pi. ix, fig. 12) studied the morphology and the 
minull^structure of this gland in Eurypharynx. He found that the thyroid is situated 
in “ un epaississement special du tissue conjunctif de la paroi d’un diverticulum 
pharyngein ” and that the gland is connected anatomically with the respiratory 
organs. 



Text-F ir;. 4.— Arteries of the second branchial arch of Eurypharyn.v. Inside view; right side. 

Diagrammatic, x 15. Lettering as in text-figure 3 and in key, p. 392. 

The fact that the thyroid retains its connection with the gut, suggests a primitive 
state of this gland in Eurypharynx. Nussbaum saw large blood vessels connected 
with the gland, but does not mention what these vessels are ; as already mentioned,, 
they are branches of an afferent artery (at.). 

Efferent arteries .—The main vessels of the five efferent arteries run in the septa 
behind the lst-5th branchial clefts mesially to the afferent arteries. I could not 
make certain whether these vessels are single or consist of two vessels united together. 
Dorsally the efferent arteries are continuous with the epibranchial arteries, but give 
off each a pair (right and left) of lateral commissural vessels, running above the 
branchial clefts. Ventrally each efferent artery divides into two lateral commissural 
vessels r unning below the branchial clefts. Thus the efferent arteries of each cleft 
unite above and below the branchial clefts, forming a series of vascular loops round 
the 2nd-4th branchial clefts. These loops are very similar to those found in 
Selachians. The foremost efferent artery sends two vessels towards the head, one 
J0URN. LINK, SOC.—ZOOLOGY, VOL. XLI. 27 
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(he.) passing above and the other (ha.) below the foremost oleft. The fifth afferent 
artery sends two vessels running towards the tail, above (cma.) and below (pa.) the 
6th branchial cleft. 

Beside the five vascular loops round the branchial clefts, two series of five dorsal, 
and of five ventral smaller loops are found above (d.) and below (t;.) the branchial septa. 
These loops are formed by arch-like vessels uniting the lateral commissural branches 
of the efferent arteries. They are connected with the additional parts of the gills 
situated above and below the gill-septa. 



Text-mo. 5 (A, B). —Diagram of the efferent (A) and the afferent (B) arterial systems of 
Eurypharynx , simplified, not to scale; A, dorsal view 5 B, ventral view. For lettering 
see text-figure 3, or the key to the figures on p. 392. 

The dorsal branch of the first efferent artery (he.) passes above the 1st branchial 
oleft and runs along the wall of the oral cavity towards the cranium. After passing 
about twice the distance between this cleft and the cranium it gives off a small 
branch running upwards, and close to it a second markedly larger one. The first 
branch soon divides in the wall of the oral cavity into smaller vessels, the second 
branch runs first ventrad at almost a right angle to the main vessel, then turns 
oaudad and divides into small twigs in the pharyngeal wall not quite reaching the 
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branchial apparatus. The main vessel of the artery follows its almost straight 
course forwards, gives off another small branch running dorsally, and reaches the 
suspensorium mandibulae as a very small vessel. I could not follow its further 
course. 

The ventral branch of the first efferent artery (ha.) passes below the foremost 
branchial cleft and runs in the pharyngeal wall obliquely forwards and downwards 
towards the lower jaw. At the end of its long course, close to the mandibulo-quadrate 
articulation, it divides into small branches in the ventral wall of the oral cavity 
close to the inferior jugular vein. 

I could find nothing suggesting that these arteries or their branches supply with 
blood any remnants of a gill. 

The dorsal posterior branch of the fifth branchial artery (etna) passes above the 
sixth branchial cleft and then runs obliquely upwards and backwards. It is soon 
joined by a branch of the vagus nerve which runs close to it. The artery turns then 
caudad. It corresponds probably to the coeliaco-mesenteric artery. I did not 
follow its further course. 

The ventral posterior branch of the fifth branchial artery (pa.) has a short run. It 
passes below the sixth branchial cleft and then turns sharply upwards behind the 
sixth branchial cleft, where it divides into two small branches. 

Epibranchial arteries.— The first epibranchial artery (e f ) reaches the lateral aorta 
independently from other epibranchial arteries. The second and the third epi¬ 
branchial arteries meet together in a short common trunk which is soon joined by 
the fourth and fifth arteries. This trunk runs upwards and backwards, Unites with 
the rather thin middle part of the lateral dorsal aorta (la 2 ) and follows its course 
as the hind part of the lateral aorta towards the midline of the back where it reaches 
the unpaired dorsal aorta, and closes the circulus cephalicus posteriorly. 

Lateral dorsal aortae. —Three distinct parts can be distinguished in the main 
trunk of the lateral (paired) dorsal aorta ; a large vessel (la { ) which extends from 
the dorsal end of the first epibrancliial aorta to the base of the cranium ; a narrower 
vessel (la 2 ) which extends between the dorsal end of the first epibranchial artery 
to the common trunk of the four posterior arteries ; and a large vessel (Za 3 ) which 
is continuous with the latter trunk and runs dorsad to the median, unpaired dorsal 
aorta. Reaching the base of the cranium, the lateral aorta gives off a vessel (ec.), 
the orbital artery (external carotid), which runs forwards under the cranium and 
enters the orbit. The lateral aorta turns mesially, gives off another branch and enters 
the cranium where it probably meets its fellow from the other side, closing the 
circulus cephalicus anteriorly. I had no opportunity of seeing the actual union 
of the lateral aortae in the cranium and did not follow their further course inside the 
cranium. 

The median (subvertebral, or unpaired) dorsal aorta has two parts (text-figs. 3, 
5 A, 6). The anterior part (uda.) extends from the cranial base backwards between 
the limbs of the lateral aorta to the posterior end of the circulus cephalicus. The 
posterior part of the unpaired aorta (udp.) extends from the posterior end of the 
circulus cephalicus to the end of the tail. The unpaired dorsal aorta divides anteriorly 
into two branches, and gives off a pair of lateral branches to each metamere. 
Nineteen or twenty pairs of such vessels are found in its anterior part (uda.) running 
between the lateral dorsal aortae. 

The median dorsal aorta has no direct communication with the first epibranchial 
artery, and is mainly supplied with blood from the four posterior branchial arteries. 

The median dorsal aorta has from its right side a thin commissural vessel (c.) 
which unites it with the narrow portion of the lateral dorsal aorta. 

In a carefully dissected specimen it can be seen that this vessel (text-fig. 3, c.) unites 
with the median dorsal aorta between the dorsal ends of the two lateral dorsal aortae. 
(In this specimen the mouth of the right lateral dorsal aorta lies slightly in front of 
the left one; text-fig. 3.) 

27 * 
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A vessel (text-fig. 3, na.), the homology of which is not clear to me, and which 
I could not follow along its whole oourse, originates from the fifth epibranohial 
artery and runs backwards and downwards towards the heart. It soon divides 
into two branches which run nearly parallel to each other. They both some close 
to the dorsal side of the pericardium, but I could not see their further course. It 
seems possible that they are the nutrient arteries of the heart. 

The veins of the head .—The head vein (anterior cardinal or the superior jugular) 
leaves the cranium through the jugular foramen, mesially to the articulation of the 
hyomandibular with the cranium, and at about the vertical level of the articulating 
groove for the condyle of the hyomandibular. This groove is unusually deep, 
its roof lies dorsally to the jugular foramen, while its ventral edges lie ventrally 
to this foramen. In this respect the position of the jugular foramen in relation to 
the horizontal level of the articulating groove of the hyomandibular differs from that 
typically found in Osteichthyes (comp, de Beer, 1937, pp. 410, 411). However, 
this unusual relation may be due to the great flatness of the cranium of Eurypharynx, 
while the condyle of the hyomandibular is very large and the groove receiving it 
very deep. The facial nerve passes through the jugular foramen ventrally to the 
head vein. 

The inferior jugular vein is single posteriorly in the region of the branchial apparatus 
and of the heart, but paired anteriorly. 



Text-figs. 7, 8.—Diagrams allowing the relation of the pectoral fins to the pericardium of 
Eurypharynx. x 3*3. 7, ventral view ; 8, lateral view (right side). 

tv., ligaments of the ventral muscle of the body ; p , base of the pectoral fin ; 
pc., pericardium ; sv., sinus venosus ; va, ventral aorta. 


5. Relation of the Pectoral Fins to the Pericardium. 

The heart in Eurypharynx lies far away from the cranium on the vertical of about 
the 18th vertebra, very close to the ventral surface of the body. The pericardium 
is clearly visible through the thin transparent ventral wall of the body. The main 
protection of the heart from the outside is the very thick wall of the pericardium. 

The close relation of the pericardium to the pectoral fins is unusual. The 
pectoral fins are small, and their basal parts are lobate. The fin rays are simple 
and not segmented. Though small, the fins are functional and each ray has its 
muscles well developed (apparently, two attractors, and a dilatator). The basal 
lobe of the fin extends obliquely inwards, passes through the peritoneal septum 
and inserts into the ventral wall of the perioardium close to its posterior end. 

The elastic fibrillae of the pericardial wall extend right into the basal parts of the 
fins, and unite it firmly with the perioardium. The connection of the basal lobe of 
the pectoral fin with the perioardium is very firm ; some of the elastic fibrillae of the 
pericardial wall pass along the sides of the lobe, some cross the lobe. 
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The pair of ventral muscles passing along the midline of the ventral side of the 
body are long and narrow. These muscles are firmly attached to the ventral side 
of the pericardium (each muscle by two ligaments, text-figs. 7, 8, Iv). The contraction 
of these muscles would affect the heart by pressing on it ventrally and lifting it up¬ 
wards. Another narrow long muscle issues from the ventral edge of the sixth gill 
cleft, passes close but later&Uy to the posterior wall of the pericardium and to the 
base of the pectoral fin, then turns round the ventral side of the pericardium, where 
it spreads out fan-like and is inserted into the ventral longitudinal muscle of the body. 
By the contraction of this muscle the posterior part of the heart and the pectoral 
fins would be pulled upwards into the branchial chamber. As far as I am aware, 
in this relation of the pectoral fins and of the ventral muscles of the body to the 
pericardium, Eurypharynx is unique among fishes. 

6. Summary and Conclusions. 

As I mentioned in my earlier paper (Tchemavin, 1947), the Lyomeri disagree with 
many characteristics of the class Osteichthyes, to which they can be referred as having 
true bones with cells, the head vein passing out of the cranium medially to the articu¬ 
lation of the hyomandibular with the otic region of the cranium, and having the 
nostrils on the dorsal side of the head. 

In Lyomeri the mandibular arch has no direct contact with the cranium. The 
dorsal end of the quadrate unites intimately and directly with the ventral end of 
the hyomandibular (no symplectic) ; the dorsal ends of the palatine bones (apparently 
fused with the suborbitals) meet each other under the cranium and are attached 
by a ligament to the ventral side of the cranium. There is no secondary upper jaw 
(premaxillary and maxillary). The infraorbital lateral line runs along the front 
part of the upper jaw. The bones of the lower jaw have no connection with the 
lateral line system. The hyoid arch consists of one element only—the hyomandi¬ 
bular. It is situated well in front of and far above the branchial cavity, and has 
no contact with the latter. There is no hyoid operculum (no operculum, sub- or 
interoperculum, no branchiostegals); the preoperculum is also missing. The 
branchial apparatus of Lyomeri differs most substantially from that of Osteichthyes. 
The branchial clefts are situated far behind the cranium and close to the ventral 
midline of the body, the branchial arches having no contact with the cranium 
nor with the vertebrae. As the ventral hyoid elements are missing, and the hyo¬ 
mandibular is situated well above the level of the branchial arches, the foremost 
branchial cleft lies between the mandible and the first branchial arch. Eurypharynx 
has six functional branchial clefts and five holobranchs. The hyoid branch of the 
facial nerve does not extend behind the foremost visceral cleft. The glossopharyngeal 
nerve runs into the septum dividing this cleft from the second one ; branches of the 
vagus nerve run behind the third, fourth, fifth, and sixth clefts. Thus, this foremost 
deft is a branchial cleft, homologous to the first branchial cleft of other fishes, and 
the sixth branchial cleft of Eurypharynx is homologous to the sixth branchial cleft 
of some Selachians ; no such cleft is found in Osteichthyes. 

The branchial arches are not ossified; they have no elements uniting them 
ventrally, and the right and left parts of the arches are completely separated from 
each other. Each such semiarch consists of a single thin rod extending along the 
branchial septum (Eurypharynx). There is apparently no arch behind the sixth 
branohial cleft. The branchial arches are not < -shaped. The septa between the 
branchial clefts are broad and fleshy. The branchial muscles ore not attached to 
the branchial arches ; they surround the branchial clefts, forming a kind of sphincter 
round each deft. Two longer muscular bands pass above and below the clefts. 

The gills extend dorsaJly and ventrally beyond the branchial septa on the wall 
of the gut. There is a special arrangement of the afferent and efferent vessels for 
supplying these additional parts of the gills. 

The vascular system is unusual. The single ventral aorta is very short, and 
almost at once after leaving the heart divides vertically into three short afferent 
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trunks. * The shortest of the ventral aortae recalls that of Dipnoi. The most ventral 
afferent artery supplies the thyroid gland with blood. There are five pairs of afferent 
branchial arteries, the foremost of which runs behind the first branchial cleft. Such 
an arrangement is never found in Osteichthyes. The afferent branchial arteries 
extend dorsaliy beyond the branchial septum and supply with blood the dorsal 
additional parts of the gills. Each afferent artery before entering the gill septum 
gives off a branch running in the opposite direction (ventrad) and supplying with 
blood the ventral additional part of the gill. 

The efferent system presents a singular combination of features which, individually, 
are characteristic of Selachians, Osteichthyes and Cyclostomata, and of features 
which are unique among fish-like animals. 

The efferent branchial arteries, five in number, are united by longitudinal com¬ 
missural vessels above and below the gill-clefts, forming loops round the clefts, 
recalling those of Elasmobranchs. Above and below the branchial septa, arch-like 
vessels unite the commissural efferent vessels, forming thus a dorsal and ventral 
series of five additional loops, which collect the blood from the additional dorsal 
and ventral parts of the gills. As far as I know, no such additional series of loops 
are found in other fishes. 

As in other Osteichthyes there is a paired lateral dorsal aorta, which forms the 
circulus cephalicus , emitting no lateral vessels to the muscular segments ; it is 
supplied with blood mainly from the first epibranchial artery. Beside the paired 
lateral aorta, an unpaired dorsal aorta extends from the posterior end of the circulus 
cephalic us to the base of the cranium, between the limbs of the lateral'dorsal aorta. 
This anterior part of the unpaired dorsal aorta gives off nineteen or twenty pairs 
of intersegmental arteries to the metamores of the body. Posteriorly the dorsal 
aorta extends as in other fishes. The unpaired dorsal aorta is supplied with blood, 
mainly from the common trunk of the four posterior epibranchial arteries. No such 
arrangement is found in Osteichthyes. But a similar structure is found in Myxine, 
and rudiments of the anterior part of the unpaired dorsal aorta are found in some 
Selachians, and Selachian embryos (Dorn, 1885, fig. 3 ; Ayres, 1879, pp. 197, 220; 
Holmgren, 1946, pp. 65-67). Among Osteichthyes only a minute rudiment, possibly 
of this vessel, is found in the common eel (Anguilla) (Ridewood, 1899, p. 949, pi. lxiv, 
fig. 16). 

It seems worth mentioning that the epibranchial vessels of Eurypharynx present 
an almost mirror image of the trunks of the afferent arteries. The first branchial 
afferent and efferent arteries are separated from the four others. The four posterior 
afferent arteries have a common trunk, which subdivides into two twigs, from which 
the second and the third, and the fourth and the fifth arteries issue. The efferent 
arteries of the second and third arches unite into a common vessel, which then receives 
the fourth and the fifth efferent arteries, forming a common trunk for these four 
vessels. 

The jugular vein passes out of the cranium through the jugular foramen with 
the hyomandibular nerve medially to the articulation of the hyomandibular with 
the cranium (as in other Osteichthyes). The inferior jugular (cardinal) vein is un¬ 
paired posteriorly (in the region of the branchial apparatus) but paired in front. 

The lobate basal parts of the pectoral fins unite with the outer side of the peri¬ 
cardial wall in Eurypharynx . In Saccopharynx (Tchernavin, 1947) the basal parts 
of the pectorals articulate laterally (not mesially) with a reduced piece of the pectoral 
girdle, which apparently corresponds to the scapula. I found no secondary shoulder 
girdle in Lyomeri. 

In my earlier paper I have shown also that in Lyomeri the bones of the cranium 
articulate movably with each other, so that the cranium can markedly change its 
shape ; Lyomeri have no supraoccipital, no ossified lateral ethmoids, and the para- 
sphenoid is Very small with no lateral processes (Eurypahrynx), or absent (Sacco¬ 
pharynx) ; finally, the cover bones on the dorsal side of the cranium are unusual 
and their homologies are not clear. One has to remember also that the fin rays of 
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Lyomeri ore ossified but not segmented and not branched, in disagreement with 
one of the main charateristics of Osteichthyes. 

Where can the Lyomeri be placed in the system of Fishes ? It seems that there 
is no ground for relating the Lyomeri to any of the known orders of Osteichthyes, 
and that the Lyomeri can be readily opposed to all known Bony Fishes. If the 
Lyomeri are included in the group Osteichthyes on the ground of their ossified 
skeletons (which is not a sufficient character), and owing to the mesial position of 
the head vein in relation to the hyomandibular (which is an important feature), 
the main characteristics of the class Osteichthyes must be revised. 

Such fundamental characters of Osteichthyes as the presence of a hyomandibular 
operculum, symplecticum, parasphenoid, secondary upper jaw, secondary shoulder 
girdle, lepidotrichian type of fin rays, no more than five branchial clefts and no more 
than four and a half gills, reduced and <-shaped branchial septa, efferent arteries 
separated from one another, and the absence of the median anterior unpaired aorta, 
can no longer be used as features characterizing the Osteichthyes, if the Lyomeri 
are included in this class. 

One can see also that by the Lyomeri having several Selachian characteristics, 
the differences between the Osteichthyes and Selachians are less definite. 

A study of the development of Lyomeri would be of great help for a judgment 
on their relationship with other fishes. But all that is known about the development 
of Lyomeri is that their larva is “ Leptocephalus ’’-like. 
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EXPLANATION OF THE PLATE. 

Plate 8. 

A. The gills oi Earypharynx ; in situ; left side. The fold co\ering the gills removed. 8. 

In front of the first holobranch the foremost branchial cleft can be seen; behind the fifth 
holobranch the sixth cleft is seen. The lower (ventral) part of the fifth holobranch is partly 
covered by the gill filaments of the fourth holobranch. 

B. The gill clefts of Euri/pharynx, right side. , 8. The gut is dissected ami the inner apertures 

of the six branchial clefts are seen from the inside of the gut. Gill filaments arc seen through 
the clefts. 
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Some Roundworms and Flatworms from the West Indies and Surinam. I. Nematodes 
and Acanthocephala. By H. A. Baylis, M.A., D.Sc., Department of Zoology, 
British Museum (Natural History). 

(With 12 Text-figures.) 

[Head 8 May, 1947.] 

This paper is the first of several in which it is intended to report on some helminths 
and free-living flatworms collected by Mr. Ivan T. Sanderson, mainly in Surinam 
(Dutch Guiana) in 1938, but partly also in the West Indies in 1937. The Cestodes 
will be dealt with in another paper by the present writer, and the Trematoda and 
Turbellaria in papers by Mr. S. Prudhoe. 

The following is a classified list of the species of parasitic Nematodes and Acantho¬ 
cephala included in the collection, with the hosts from which they were obtained. 
Unless otherwise stated, they were all collected in Surinam, at localities in the 
‘ flood-plains 1 within forty-five miles of Paramaribo. 

The type-specimens of the new species described are in the British Museum 
(Natural History). 


NEMATODA. 

Ascaridae. 

Toxooara mystax (Zed., 1800). 

Cantracaecurn sp., larva. 

Amplicaecuim alatum, sp. n. 

Heterakldae. 

Ascaridia galli (Sehrank, 1788). 

Aspidodern raillieti Travassos. 191 It. 

Strongyluris sp. (9 V +) 

►Spinicauda spinicauda (lifers, in Hud., 

1819. 

Kathlanlidae. 

Cruzia tentaculata (Hud., 1819). 

Oxyurldae. 

Enterobius minutus (Schneider, 1860). 

Ancyelostomatidae. 

Ancylostoma braziliense Gomez de Faria, 
1910. 

Ancylostoma caninum Ercolani, 1869. 

Dlaphanocephalidae. 

Diaphanoeephalus galeatus (Hud., 1819). 

Trichostrongylidae. 

Heligmodendrium aripense, sp. n. 

Spiruridae. 

Protospirura muris (Gmel., 1790). 

Parabronema bonnei (van Thiel, 1926). 
Physaloptera retusa Rud., 1819. 
Physaloptera mirandai Lent and 
Teixeira de Freitas, 1937. 

Physaloptera ? dilatata Rud., 1819 (1 £). 
Physaloptera ? muris-braziliensis Dies., 

1861. 


Host. 

Fohs pardalis. 

Tupinambia nigropunctatus. 
Tupmambis nigropu net at us. 


' Wild turkey \ Mt. Aripo, 
Trinidad. 

Marmosa cineroa, 

Didelphis marsupial is azarue. 
PolyderuH rnannorat us, 

Diego Martin, Trinidad. 
Tupinarnbis nigroptmetatus. 


Marrnosa cinereu, 

Didelphis marsupiahs uzarac. 

Alouatta macconnellj. 

Euprocyon cancrivorus. 
Euproeyon cancrivorus. 


Tupinambia nigropunctatus. 


Hciurua aeatuans, Mt. Aripo, 
Trinidad. 

Rattus rattus, * wild var. ' 
Mt. Commissar, Haiti. 
Alouatta maeconnelli. 
Tupinambis nigropunctatus. 
Marmosa cinerea. 

Cebus ? fatuelhis. 

Sciurus aestuans, Mt, Aripo 
Trinidad, 
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Filariidae. 

Dipetalonema gracile (Rud., 1819). 

? Dipetalonema f ? Molinema] sp. (??). 
Skrjabinofilaria akrjabini Travaasos, 
1925. 

? Oswaldofilaria sp. (9V)- 

Philometridae. 

Micropleura vazi Travassos, 1933 (99). 

Trichinellldae. 

Trichuris ? minuta (Rud., 1819) (9V). 
Trichurjs ? gracilis (Rud., 1819) ( + y). 


Saimiri sciurea. 

Coendou prehensilis. 
Marmosa cinerea. 

Tupinambis nigropunctatus. 


Caiman sclcrops. 


Didelpliis marsupialis azunic. 
Dasyprocta agouti. 


AC^ANTHOCEPHALA. 

Oligacanthorhynchldae. 

Hamamiiella microcephala (Rud., 1819). Didelphis marstipiulis nzarae 

Prosthenorchis elegans (Dies., 18.')1). Saimiri scmren. 

Mystax Hildas. 

There follow descriptions of the two new species, and notes on a few of the other 
forms. 


NEMATODA. 

Amplipaecum alatpm, sp. n. (Figs. 1-3). 

Of this species seven males and four females were found in the stomach of 
Tnpinawbix nigropunctatus near Paramaribo, Surinam. 

The males measure* about 48-70 mm. in length, the females about 82-90 mm. 
The greatest thickness, which occurs in the posterior region of the body, is 0-6-0*97 mm. 
in the male and 0*8-1 -17 mm. in the female. The transverse striations on the cuticle 
of the body are coarsest in the anterior region, where the intervals between them 
reach 7-10 p. The anterior end is always curled dorsally, and is provided with 
well-developed lateral cervical alae. These begin at the base of the lips, and extend 
back for a distance considerably greater than the length of the oesophagus, gradually 
becoming narrower and finally disappearing. In a female in which they were 
measured their length was about 6*5 mm. Their greatest width is 0*1-0*12 mm. 
They are marked throughout with transverse striations, much closer together than 
those on the body. 

There are well-developed interlabial grooves at the bases of the lips, bounded 
by prominent cuticular flanges. In a dorsal view (fig. 1) the interlabia are not ver 3 r 
prominent, and are almost hidden by the angles of the dorsal lip. In lateral view, 
however, they are more conspicuous, and form the widest part of the head, which 
here measures 0*2-0*27 mm. across in the male, and 0*29-0*34 mm. in the female. 
The anterior border of each lip ib deeply notched. The general shape of the dorsal 
lip (fig. 1) is roughly hexagonal. Its pulp is produced internally into two anterior 
processes. Externally it bears a pair of apparently simple papillae, while each 
ventro-lateral lip has a large subventral and a very small lateral papilla. The 
dentigerous ridges are well developed. 

The oesophagus measures 2*7-4 mm. in length in the male and 3*6-4*4 mm. in 
the female. There is no ventriculus, but a conspicuous valve at the junction of the 
oesophagus with the intestine. From this point a wide intestinal caecum runs forward 
on the left side of the oesophagus for a distance of 1 *6-2*5 mm. in the male and 2*3- 
3-15 mm. in the female. The nerve-ring is situated at 0-5-0 *75 mm., the excretory pore 
at 0*6-0-98 mm., and a pair of cervical papillae at 0*9-1*25 mm. from the anterior 
extremity. These papillae appear to terminate on the dorsal surfaces of the alae„ 
not for from the body-wail. 





FLATWORMS FROM THE WEST INDIES AND SURINAM 


397 


The tail, in both sexes, is very short and conical, with a terminal spike. In the 
male it measures 0-13-0-17 mm. in length. There are four pairs of small postanal 
papillae (figs. 2,3), the two most anterior papillae on each side being almost at the 
angles of the cloacal aperture and placed so close together as almost to form a double 
papilla. On the anterior lip of the cloaca there is a median papilla, and at this 
level there begins a simple series of about 20-25 preanal papillae on each side, 
gradually becoming more widely spaced anteriorly. The spicules are equal and very 
short and stout, measuring (in a straight line from root to tip) about 0-24-0-35 mm. 
The coils of the genital tube occupy little more than the posterior third of the body. 

The tail of the female is 0-2-0*29 mm. long. The vulva is situated at rather 
more than one-third of the total length from the posterior end of the body (at a 
distance of 33-38 mm. from the extremity), and is slightly prominent. The vagina 
has thick, muscular walls, and runs posteriorly from the vulva for about 1-5 mm. 
before passing into a long common uterine trunk. This runs back for about a further 
11 mm. before giving off the two parallel uterine branches, which are about 12 mm. 
long and quite straight. At its posterior end each branch expands somewhat to 
form a club-shaped receptaculum seminis about 0*5-0*6 mm. wide, and then narrows 
suddenly into a muscular oviduct about 0-6-0-8 mm. long and 0*1-0*15 mm. wide. 
Each ovarian tube, where it joins this duct, is also expanded into a club-shaped 
swelling about 0*4-0*5 mm. wide. The ovarian tubes are long and much convoluted, 



Fig. 3 .—AmpHcaectim alatum. Posterior end of male ; ventral view. 

their most anterior loops extending to about 2 mm. behind the vulva, and their 
most posterior loops (representing the narrow distal portions of the ovaries) to within 
about 0*7-1 *5 mm. of the posterior extremity. The eggs are ovoid, with externally 
mammillated shells, and are of very uniform size, measuring about 0*07-0*076 x 
0*05-0*052 mm. Their contents in utero are either unsegmented or in the first 
stages of segmentation. 

The genus Amplicaecum Baylis, 1920, appears at prosent to contain eight species *, 
and to be unknown from the New World. With the exception of the genotype, 
A. colurum (Baylis, 1919) all the species are recorded from reptiles or amphibians. 
A, colurum, of which the male is unknown, occurred in an African eagle, and may 
possibly have been a pseudoparasite, the real host perhaps being a reptile or 
amphibian. The presence of broad cervical alae distinguishes A. alatum from all 
the known species exoept, possibly, A. excavatum (Hsli and Hoeppli, 1931). In 
this species such alae are not mentioned, but figures given by Hsu and Hoeppli 
(1931, PI. V, figs. 20,21) suggest that they may be present. The male of A . excavatum , 

* ‘ Amplicaecum * ardei Layman and Andronova, 1926, appears, from the figures, to be a 
species of Contracaecum in which the oesophageal appendix has not been observed. Possibly 
it is a synonym of C. microcephalum (Rud., 1809). For the synonymy of A . involutum (Gedoelst, 
1916} see Baylis (1940), p. 404. 
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however, has no less than 55-58 pairs of preanal and six pairs of postanal papillae. 
The shortness of the spicules further distinguishes A. (datum from this species and 
from A. varani Baylis and Daubney, 1922, A. involutum (Gedoelst, 1916), A. novem- 
papiUatum Sandground, 1933, and A. schautedeni Baylis, 1940. There remain A . 
brumpti Khalil, 1926, and A. cacopi Chatterji, 1936, in both of which the male has 
only five pairs of preanal papillae and apparently lacks the median precloacal papilla. 

Ancylostoma braziliense Gomez de Faria, 1910, and A. caninum Ercolani, 
1859. 

These two species occurred in the small intestine of a Crab-eating Raccoon 
‘(Evprocyon cancrivorus) near Paramaribo, together with Diphyllobothrium. A, 
braziliense was present in greater numbers than A. caninum , of which only three 
specimens were found. One specimen of A. braziliense had attached itself to a 
Diphyllobothrium. The crab-eating raccoon is probably a new host for both of these 
species, though A. caninum has been recorded by Chitwood (1932) from Procyon lotor 
in captivity in North America. 

Heligmodendrium aripense, sp. n. (Figs. 4-8.) 

Of this species two males and seven females (with some fragments) were obtained 
from the large intestine of a squirrel ( Sciurus aestuans) at Mt. Aripo, Trinidad. The 
collector’s notes indicate that the worms were red during life. 

The two males measure respectively 8-7 mm. and 10*3 mm. in length, and 015 mm. 
and 0*2 mm. in maximum thickness. The females measure 12*3-15*2 mm. in length. 
The greatest thickness in the female usually occurs near the posterior end (fig. 8), 
where there is a slight swelling just in front of the vulva, measuring about 0*2-0*25 mm. 
in diameter. There is a cephalic inflation of the cuticle (fig. 4), measuring 0*04- 
0*064 mm. in diameter and varying in length from about 0*046-0*062 mm. This 
variation is partly due to the fact that the mouth is sometimes retracted within the 
cephalic inflation. 

The cuticle of the body bears, throughout almost the whole of its length, 18 
longitudinal crests (fig. 5), 16 of which are low, while two are very prominent and 
fused in such a way as to form a great thickening (figs. 5 and 8, *.), with a wide 
V-shaped groove running along it, in a subventral position on the left side of the 
body. The transverse striations are particularly conspicuous in these crests, and 
appear as rod-like supporting structures within them. There are from 5 to 7 such 
* rods * in a space of 20 ft, so that the striations may be said to be at intervals of 
about 2-9 to 4 ft. Sometimes, especially towards the anterior end of the body, the 
crests, or rather the series of ‘ rods \ have an interrupted appearance, such as has 
been described in several species of the genus. This, however, is possibly an optical 
result of the crests being slightly wavy, so that parts of them are seen in profile and 
parts in optical section. At the posterior end of the body, in the female, the crests 
tend to run round the body in a sinistral spiral (fig. 8). 

The oesophagus, which is slightly club-shaped, measures 0*47-0*49 mm. in length 
in the males and 0*5-0*55 mm. in the females. The nerve-ring is situated at about 
0*26-0*3 mm. from the anterior extremity. Further back, at about 0*43-0*53 mm. 
from the extremity, there is a pair of extremely prominent cervical papillae (fig. 6), 
measuring up to 20 ft in length and usually bifurcate, the longer termination being 
posterior. The excretory pore is a little behind these papillae. 

The bursa of the male and its rays (fig. 7) are slightly asymmetrical, being a 
little longer on the right side than on the left. The dorsal ray is relatively very large, 
and of the general form characteristic of the genus, with the extemo-dorsal rays 
arising from its two main branches. Prebursal papillae were not seen. The spicules 
are relatively slender and measure 0*63 mm. in length. The * telamon ’ could not 
be clearly made out in the two specimens available. 
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Fig. 4. Fig 5 

Fig. 4 .—Hehgmodendrium artpense. Anterior end of female ; dorsal view. 

Fig. 5.—Heltgmodendrtum anpense. Transverse section of female, in middle rogion of body, 
showing the cuticle und longitudinal fields only, <1 , dorsal, l , lateral, and v , \entral fields ; 
subventral thickening of cuticlo. 



Fig. 6. Fig. 7. 

Fjg. 0. —Heligmodendrium aripense, female. Cervical papilla. The arrow points towards the 

anterior end. 
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The tail of the female is about 0*07 mm. long. The vulva is situated at 0*2~ 
0*22 mm. from the posterior end, and has a prominent posterior lip. The oyejector 
has a length of about 0*4-0*45 mm. The thin-shelled eggs are oblong-oval and 
measure about 0*076-0*086 x 0*038-0*04 mm. Their contents are segmenting in viero. 

The genus Heligmodendrium Travassos, 1937, originally contained two species, 
H . elegans (Trav., 1921) and H. hassalli (Prioe, 1928). Four others have since been 
added to it, viz. H . interrogans , H. hepaticum and H. oliveirai Lent, and Teixeira de 



Fig. 8 .—Heligmodendrium ariptnse. Posterior end of female ; lateral view, a., anus ; sub- 
ventral thickening of cuticle ; t\, vulva. 


Freitas, 1938, and H, crucifer Travassos, 1943. Of these six species, H. hepaticum 
and H. oliveirai are recorded from Sciurus aestuans in Brazil (i.e. from the same 
host as the present material), while H. hassalli is recorded from Sciurus carolinensis 
in the United States. The present species is of larger size than any of those mentioned, 
though a fairly close approach to it is made by H. hepaticum . The most striking 
feature, however, which distinguishes the present form from all the others, is the 
length of the spicules in the male. In this respect the nearest known species appears 
to be H, crucifer , which, although the worm is only of about half the size, has spicules 
measuring up to 0*59 mm. in length *. In none of the other forms do the spicules 
attain a length of much over 0 4 mm. 

Parabronema bonnei (van Thiel, 1925). (Figs. 9-12.) 

van Thiel (1925) described this species, under the name of Squamanema bonnet * 
from a Howler Monkey [Alouatta [Mycetes] seniculus) from Surinam. Yorke and 
Maplestone (1926) and Baylis and Daubney (1926) regarded the genus mmanema 

* Travasfioft gives ' 0 088-0*059 1 mm., but it is clear from his figure that there has been a 
displacement of the decimal point. 




FLATWORMS FROM THE WEST INDIES AND SURINAM 401 

as a probable synonym of Parabronerm Baylis, 1921, but hitherto no further des¬ 
cription of it seems to have appeared. The present collection contains a number 
of specimens collected from the stomach of Alouattu mncconneUi in Surinam by Mr. 
Sanderson, who describes them in his notes as * bright red and clear * when alive. 
Among the large number of females preserved, only two males have been found. 
Advantage has been taken of this material to make a careful re-examination of the 
species, and there seems to be no doubt that it is a Parabronema. It possesses ail 
the characters regarded as typical of that genus, and its only striking peculiarity is 
the presence of a great thickening of the cuticle along one side (the right side) of 
the body, as described by van Thiel. This thickening, which doubtless represents 
an exaggerated lateral ala, is regarded as a feature of merely specific importance. 
The following description supplements, and in some respects corrects, that of van 
Thiel. 

The two males measure respectively 10*1 and 11-8 mm. in length, and the females 
up to 30 mm. or more. The maximum thickness of the body, including the lateral 
cuticular thickening, is about 0*22 mm. in the male and up to, or slightly over, 
0*3 mm. in the female. The transverse cuticular striations are at intervals (in the 




Fig. 9.— Parabronema bonnet. Anterior end of femalo ; lateral view. 

Fig. 10._ Parabronema bonnet. Anterior end of female ; frontal view, d., dorsal shield ; 

false lips ; lateral lip. 

middle region of the body) of about 4 p, in the male and 6-7 fi in the female. The 
lateral cuticular thickening, or ‘ ala ’, on the right side of the body has a maximum 
thickness of about 0*026 mm. in the male and up to 0 06 mm. in the female. The 
marked longitudinal incision in the thickening described and figured by van Thiel 
has not been observed in the present specimens (fig. 11). 

van Thiel describes the mouth as triangular and surrounded by six lips. Actually 
(figs. 9,10) there are paired lateral lips, and dorsal and ventral 4 shields ’, as 
described by the writer (1921) for the genotype of Parabronema (P. indicum). The 
< shields \ however, in P. bonnei , scarcely overlap the lips. The arrangement of 
the cephalic papillae is exactly the same, each lateral lip bearing three papillae, 
and the dorsal and ventral shields two each. The auricular appendages of the 
head in P. bonnei , are somewhat simpler in structure, their posterior edges not 
being folded or grooved. The distance from the anterior extremity to the 
posterior edges of these appendages is about 0*06-0*07 mm. in both sexes. The 
width of the head, at the level of their posterior edges, is about 0*064 mm. in the 
male and 0*08 mm. in the female. The mouth itself, i.e. the actual opening of the 
buccal cavity or 4 pharynx % is at the summit of a rather prominent papilla between 
the lips (fig. 9), and the cuticular lining of the pharynx appears to be produced 
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slightly further dorsally and ventrally than laterally, so as to form a pair of minute 
* false lips * at right angles to the lips proper (fig. 10,/.). The pharynx is relatively 
long in this species, measuring about 018 mm. in length, as stated by van Thiel. 
The oesophagus (measured from the extremity of the head, and thus including the 
pharynx) is 1-1*4 mm. long. It consists of two portions, both muscular, the anterior 
portion being of about the same length as the pharynx and considerably narrower 
than the posterior portion. The anterior portion is surrounded by the nerve-ring 
at a distance of about 0*24 mm. from the extremity of the head. The excretory 
pore, which is very inconspicuous, is at about the same level, and the cervical papillae 
(also inconspicuous) slightly further back. 

The tail of the male (fig. 12) measures 0*25-0*27 mm. in length, and there are 
well-developed and somewhat asymmetrical caudal alae. The whole ventral surface 
of the caudal region is covered with interrupted, longitudinal cuticular ridges, van 
Thiel states that the spicules are unequal and dissimilar, but does not give their 
•lengths. In the two males in the present collection, the left spicule measures about 
2*2 and 2*1 mm. respectively, and the right spicule about 0*37 and 0*31 mm. Both 
spicules are provided with alae. The left spicule measures about 8 ft in width, the 



Fia. 11 .—Parabronema borvnei. Transverse section of female, in middle region of body. 
int., intestine ; l. f lateral thickening of cuticle ; ov., ovary ; ut. y uterus. 


right about 18 ft. At its tip, however, the right spicule narrows suddenly and forms 
a small hook. There is a small, triangular accessory piece, not mentioned by van 
Thiel.« This measures about 0*03 mm. in length. The arrangement of the caudal 
papillae of the two sides is much more asymmetrical in the present specimens than is 
indicated in van Thiel’s figures. It is, however, quite typical for a Parabronemtu 
In particular, the position of the first pair of postanal papillae, with their peduncles 
lying transversely across the ventral surface and their terminations almost in the 
middle line, the right papilla a considerable distance behind the left, is highly 
characteristic, van Thiel does not seem to have observed the large median preanal 
papilla, which appears to have paired terminations, as in the genotype. The number 
of papillae is otherwise as described by van Thiel—four pairs of lateral and preanal 
or adanal papillae, two pairs of large postanal and a group (apparently two pairs) 
of minute papillae near the extremity of the tail. The sucker-like * muscles ’ 
described by van Thiel in the posterior pair of large postanal papillae have not been 
observed. 

The tail of the female measures about 0*21-0*25 mm. in length. It is always 
curved towards the dorsal side, and has a bluntly-rounded tip and apparently a 
pair of minute subterminal papillae, van Thiel’s description of the vulva as being 
sjtuated at the posterior third of the body is quite erroneous, The vulva is very 
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inconspicuous, but is situated at 2-3*3 mm. from the anterior extremity (i.e. not far 
behind the junction of the oesophagus and intestine). The vagina is narrow and 
muscular, and runs almost straight back for a distance of at least 2*2 mm., with a 
U-shaped bend in its course at 0*8-1 mm. from the vulva. The arrangement of the 
genital tubes has not been made out in detail, owing to the opacity of the specimens. 
The thin-walled uterine branches are crammed from end to end with short, cylindrical, 
blunt-ended embryos measuring about 40 pxH fi and apparently not enclosed in 
membranes. 


1 



Kio. 12 .—Parabronema bonnei. Posterior end of male ; ventral view. a.p. y accessory pioce ; 

/., loft spicule ; r,, right spicule. 

The body-cavity of the present specimens, more especially of the females, contains 
large numbers of granules and globules of various sizes, which render it difficult, 
even after clearing in creosote, to distinguish the internal structures clearly. In 
the two males there are also curious amoeba-like masses of globules, with distinct 
outlines, lying within the caudal alae. It seems possible that these may be Protozoan 
parasites. 

Skrjabinofilaria skrjabini Travassos, 1925. 

Syn. Cortiamosoides philanderi Foster, 1939. 

This speoies was obtained on five occasions from the pericardium of Marmma 
(finerea near Paramaribo, in February and March, 1938, In two animals, according 

28 * 
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to the collector’s notes, the worms were * mostly bundled up by aorta on dorsal 
side of heart *; in others ‘ mostly round heart \ One female worm is said by 
Mr. Sanderson to have measured 182 mm. in length. The length of the female is 
given by Travassos (1925) as 100 mm., and by Foster (1939) as 86-150 mm. Travassos 
records this species from the ‘ subcutaneous tissue of the ventral region ’ of Didelphis 
opossum in the State of Rio de Janeiro, Brazil. Foster describes what is unques¬ 
tionably the same worm from the body-cavity of the Woolly Opossum, Philander 
laniger pallidus , in Panama. Travassos considers the genus closely related to Setaria 
and Papillosetaria . Foster considers it most closely allied to Litomosoides Chandler, 
1931. 


ACANTHOCEPHALA. 

Prosthenobchis elegans (Dies., 1851). 

This species was collected on five occasions from the intestine of Saimiri sciurea > 
and once from Mystax midas , in Surinam. According to Mr. Sanderson’s notes, the 
worms were usually found in the large intestine, but occasionally in the small intestine. 
In one instance, when the host ( Saimiri) had been dead at least five hours, he states 
that the worms were probably in the caecum during life. One was found in the 
caecum, one just below it in the large intestine, and one immediately above, at the 
extreme end of the small intestine. ‘ This monkey had been kept alive for three 
months and was subject to slight fits, becoming unconscious for a few minutes and 
foaming slightly at the mouth. It also seemed to suffer from a furious irritation 
of the lower belly. This it scratched until hairless and raw. It was immediately 
above the spot where the worms had resided ’. Mr. Sanderson further remarks 
that the external surface of the caecum and of the upper 1 $ cm. of the large intestine 
was marked with jet-black spots, which penetrated to the inner side. It seems 
possible that these marked former sites of attachment of the worms. In some 
portions of intestine preserved with the worms still attached, the anterior ends of 
the worms were deeply embedded in the tissues, and surrounded by dense nodules 
which almost reached the outer coat. 

The worms attain a considerably larger 8jze than has hitherto been recorded for 
this species. Meyer (1932) states that the female is 18-25 mm. long, and the male 
somewhat smaller. In the present collection one specimen measures about 60 mm., 
and another about 70 mm., in length. Mr. Sanderson’s notes mention more than 
once that these worms were of a blue colour, at least in their posterior portion, when 
alive, and in one case that they were bright blue with yellow extremities. 
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Some Roundworms and Flatworms from the West Indies and Surinam.—II. Cestodes. 
By H. A. Baylis, M.A., D.Sc., Department of Zoology, British Museum 

(Natural History). 

(With 7 Text-figures.) 

[Read 8 May 1947.] 


This paper deals with five species of Cestodes collected by Mr. Ivan T. Sanderson 
at or near Paramaribo, Surinam (Dutch Guiana), in 1938. The type material of the 
new species described is in the British Museum (Natural History). The following 
is a classified list of the Cestodes included in the collection, with their hosts:— 


Diphyllobothrlldae. 

Diphyllobothrium trinitatis Cameron, 
1936. 

Proteooephalidae. 

Proteocephalus appendiculatus, sp. n. 

Anoplocephalidae. 

Bertiella ? mueronata (Meyner, 1895) 
(fragments). 

Davaineidae. 

Raillietina (R.) alouattae, sp. n. 

Dllepididae. 

Dipylidium caninum (L., 1758) 
(gravid segments). 


Host. 

Euproeyon cancrivorus. 

Tupinainbis nigropunetal us. 
Cebus ? fatuellus. 

Alouatta macconnoili. 
Domestic dog. 


Diphyllobothrium trinitatis Cameron, 1936. 

A large number of specimens which are assigned to this species occurred in the 
upper two-thirds of the intestine of a Crab-Bating Raccoon (Euproeyon cancrivorus) 
near Paramaribo. D. trinitatis was originally described from the same host in 
Trinidad, West Indies (Cameron, 1936). Professor T. W. M. Cameron has kindly 
presented some of the type specimens to the British Museum (Natural History), 
and these have been compared with the present material. 

The specimens in the present collection measure up to about 35 mm. in length 
and 2-2*6 mm., or exceptionally 3 mm., in maximum width. Professor Cameron’s 
specimens are said to have reached a length of 10 cm., but the longest of the co-types 
available measures about 52 mm. A few details may be added to the description. 
The length of the scolex varies from about 0*75 to 1*3 mm., according to age and state 
of contraction. In the original description a. “ neck ” is stated to be absent. There 
is, however, in some specimens a very short region behind the scolex in which seg¬ 
mentation is not recognizable. The total number of segments in the strobila may 
be anything up to about 105 (or about 115 in the 52 mm. specimen). Genital 
rudiments begin to appear at about the 35th-45th segment. The number of testes 
per segment appears, at a very rough estimate, to be about 250. The cirrus-sac 
is almost spherical, but its transverse diameter is sometimes a little greater than 
its antero-posterior diameter (0*16-0*19 mm. as against 0*12-0*18 mm.). In Prof. 
Cameron’s 52 mm. specimen a measurement of about 0*25 mm. in each direction was 
obtained, but the muscular wall of the sac may have been exceptionally relaxed in 
this case. In the original description it is stated that the two lateral fields of 
vitellaria do not meet in front of the genital pores. This may be true for segments 
in which the vitellaria have not yet reached full development, but in fully mature 
segments these glands are distributed evenly almost everywhere except in the central 
area occupied by the cirrus-sac, genital pores and uterus. 
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The uterus forms a very small mass relatively to the whole segment, even when 
packed with eggs, and appears to have usually only one loop on one side of the middle 
line, and two on the other. The eggs, after restoration of their normal contours by 
soaking in lactophenol, measure, in the Surinam material, 58-62 p x 110-32 p. In a 
Trinidad specimen they were found to attain a somewhat larger size (58-64 /a, or 
exceptionally 70 p, in length and 36-40 p in width ; the greater relative width giving 
them a somewhat rounder outline). 

Among the Surinam specimens there occurred many immature, but segmented, 
specimens, and also three fragments, probably representing two specimens, of a 
much larger Diphyllobothrium. The longest of these fragments measured about 
85 mm. in length and 4 mm. in width, and had a seolex about 2 mm. long. One of the 
other fragments was an anterior portion which had lost its seolex. The anatomy 
of all these fragments was abnormal, in that every mature segment contained from 
two to seven cirrus-sacs, arranged in a longitudinal series, and in many of them 
there were two or even three uteri containing eggs. A similar abnormality has been 
recorded by the writer (1945) in specimens believed to belong to the avian species 
Diphyllobothrium dendriticum that had developed in experimental mammals. It 
seems possible that in the present case the host had accidentally acquired an infection 
with a species which was ill adapted to it, and that in consequence tho parasites had 
developed abnormally. 

Proteocephalus apfendiculatus, sp. n. (Figs. 1-4.) 

This species occurred in the small intestine of the lizard Tupinumbis nigropunctatus 
near Paramaribo. Specimens mounted in balsam measure 6-19 mm. in length, and 
have a maximum width of 0*4-0-7 mm. A complete strobila consists of only 9-16 
segments, of which the last 2-8 are gravid. All except the youngest segments are 
longer than broad, and gravid segments attain a length of 2*5 mm. Rudiments of 
the genital organs are present in the youngest recognizable segments. There is 
only a very short unsegmented “ neck ”, varying, according to the size and state of 
contraction of the specimen, from about 0*15 to 0*4 mm. in length and from 0*35 
to 0*7 mm. in width. 

The cuticle is thin, and appears to be without spines or scales, even on the seolex. 
The musculature of the strobila is relatively weak. The main longitudinal muscles 
seem to consist of some 15 loose bundles of fibres dorsally and a similar number 
ventrally. There are two longitudinal excretory canals on each side. In mature 
segments these are in close apposition to the vitellaria, which lie between them. No 
transverse vessels have been detected. 

The width of the seolex is 0*6-0*85 mm. It may be either somewhat conical at 
the apex (fig. 1) or assume a flattened form (fig. 2), in which case the suckers face 
anteriorly. There is no apical sucker, nor are there, apparently, any apical glands. 
The suckers are of an unusual and characteristic shape, each having a rounded 
anterior prolongation instead of being circular. When seen from the front (fig. 3), 
the apical region of the seolex forms a slightly raised disc measuring up to about 
0*5 mm. in diameter and having a faintly lobate margin. There are four main lobes, 
alternating with the suckers and each divided into two by a slight indentation. The 
anterior prolongations of the suckers project into the disc between the main lobes. 
The musculature of the suckers does not appear to be very powerful, and in most 
of the specimens (fig. 2) it is relaxed, so that the suckers become almost flat discs. 
In this condition the prolongations appear solid, and show no evidence of being 
distinct loculi or accessory suckers. Sections of some specimens (fig. 4, A), however, 
indicate that the mam mass of the sucker and its prolongation are capable of forming 
separate cavities, so that each sucker may either be regarded as biloculate or as 
having a small accessory sucker on its anterior margin. The length of the suckers, 
inducting the prolongations, is about 0-3-0*35 mm. The width of the main part of 
the sucker is 0*19-0*3 mm., and that of the prolongation 0*1-0*13 mm. 
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The genital pores are irregularly alternating and at first situated at about the 
anterior third of the segment, but in the oldest gravid segments they are displaced 
backwards, sometimes almost as far as the middle. The cirrus-sac is sometimes 
anterior and sometimes posterior to the vagina in the same specimen. It is ovoid 
and measures about 0*2 mm. in length and up to 0*1 mm. in width. The cirrus is 
stout and apparently unarmed, and can be protruded to a great length. The vas 
deferens forms a rosette of coils before entering the cirrus-sac. 



Fig, 1.— Proteoccphlaus appendiculatus. Scolex and anterior part of strobila ; dorso-ventral view. 



Fig. 2. — Proteocepfwdue appendiculatus. Horizontal section through scolex, passing through two 

of the stickers. 

Fig. 3. — Proleocephalus appendiculatus. Scolex ; frontal view. 

The general anatomy of the segments is that typical of the family. The whole 
of the genital organs lie within the longitudinal muscles, i.e. in the medullary paten- 
chyme. There are about 40-50 testes per segment. These are arranged on either 
side of the median uterus and across the anterior end of the segment. Oh the poral 
side they are divided into two groups by the genital ducts. The testes have a diameter 
of about 0*07 mm. when fully developed. The ovary is, as usual, situated at the 
posterior end of the segment and composed of two main lateral masses of follicles. 
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It is fully developed only in one segment before eggs appear in the uterus. It then 
measures about 0-3-0-4 mm. across, and occupies the whole width of the segment 
between the vitellaria. The latter are arranged in the usual manner, in two longi¬ 
tudinal bands laterally to the genital glands. The uterus appears early as a median 
longitudinal tube, and rapidly becomes filled with eggs. When it reaches its full 
development it has about 12-10 main lateral pockets on each side. The eggs are 
spherical and measure about 0-03 mm. in diameter. The onehospheres have a 
diameter of about 0*012 mm. 

There is still no general agreement as to the taxonomy of the numerous genera 
and species of the Proteocephalid type. Some authorities (e.g. Fuhrmann, 1930-31) 
recognize two families, Proteocephalidae and Montieelliidae. Others (e.g. Woodland, 
1933-35) regard the whole group as a single family, Proteocephalidae, and place 
Proteocephalm and its nearest allies in a subfamily Proteoeephalinae (corresponding 
to the Proteocephalidae in Fuhrmann's sense), while a subfamily Monticelliinae and 
several other subfamilies have been erected, often for single genera, to take the place 
of the family Montieelliidae. There is also much divergence of opinion as to the 
definition of genera. 



Fig. 4.— Proteocephalu# appendiculatus. Sections through two suckers : A, horizontal section of 
a sucker in contracted condition ; B, sagittal section of a relaxed sucker. 

Whatever may be their relative merits, both of the main systems of classification 
depend upon the position of the genital glands with regard to the main longitudinal 
musculature of the strobila. In the Proteoeephalinae (or Proteocephalidae sensa 
stricto) the testes, ovary and vitellaria all lie within this layer of muscles (i.e. in 
the medullary parenchyme), while in the other groups some or all of these organs 
lie outside it (i.e. in the cortical parencyhme). It is clear, therefore, that the 
present species must belong to the Proteoeephalinae (or Proteocephalidae s.s.). 
There is, in fact, nothing in its structure to suggest that it is not a species of Proteo¬ 
cephalm , except the form of its suckers. In this one character, however, it shows a 
rather remarkable similarity to certain forms placed by Woodland in other subfamilies 
—PeUidocotyle Diesing, 1850 (Peltidocotylinae), Amphoteromorphus Dies., 1850, and 
Zygobothrium Dies., 1850 (Zygobothriinae). In the first two of these the suckers 
are biloculate, while in Zygobothrium each sucker has two apertures but only a single 
cavity. All these forms occur in fishes, and there is no reason for supposing that the 
somewhat similar form of the suckers in the present species represents more than a 
fortuitous convergence. It appears, however, to be unique among the Proteocephalids 
known from reptiles. 

No cestodes of the Proteocephalid type seem to have been recorded from lizards 
of the family (Teiidae) to which Tupinambis belongs (see Hughes, Baker and Dawson, 
19411. Of the dozen or more species described from Varanidae, all are of the 
4 Acanthotaenia ’ type, having a covering of spines at least on the scolex. From 
other lizards, so far as the writer is aware, only three Proteocephalids have been 
recorded. Proteocephalu# [Acanthotaenia] etriatus (Johnston, 1914), from Lialis 
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burfonii in Australia, has simple suckers. The scolex of P . [Crepidobothrium] 
amphiboluri (Nybelin, 1917), from Amphibolurus barbatus in Australia, is unknown, 
but its strobila is clearly very different from that of the present species. A species 
of Proteocephalus is recorded By Harwood (1932) from Anolis carolinensis in Texas, 
but the specimen was immature and no description of it is given. A number of 
species of Proteocephalus (sens, lat.) have been recorded from South American snakes, 
but, in every case where the scolex is known, the suckers appear to be either of the 
typical, simple ProteocepJuilus form or else of the * Crepidobothrium * form, with an 
indentation in the posterior margin. 

Raillietina (Raillietina) alouattab, sp. n. (Figs. 5-7.) 

This species was found in considerable numbers on two occasions in the small 
intestine of howler monkeys (Alouatta macconnelli) near Paramaribo. 

The length of preserved specimens is from about 130 to 340 mm., but when fresh 
the worms were evidently capable of much greater extension, as Mr. Sanderson’s 
notes mention ‘ one, not stretched, 580 mm. \ The maximum width of the strobila 
varies between 2-5 mm. and 7 mm. The segments are mostly broader than long, 
though in specimens preserved in a well-extended condition the posterior (gravid) 
segments may be of about equal length and breadth. 

The scolex measures about 0’45-0*62 mm. in width and about 0*38-0*47 mm. 
in dorso-ventral thickness. The rostellum has a diameter of 0*1-0*15 mm., and bears 
a total number of hooks estimated, in five specimens, at 176-224. These are arranged 
in two alternating crowns, and measure 15-17 p in length. The greatest diameter 
of the suckers is 0*12-0*19 mm. They are armed with 10—12 rows of spines measuring 
8-10ft in length. There is a very short unsegmented ‘neck’, at first slightly 
narrower than the scolex, but segmentation begins at a distance of little more than 
1 mm. from the anterior extremity. 

The genital pores are all on the left side, and each is situated almost at the extreme 
anterior border of the segment. The main musculature of the strobila appears 
weak, the longitudinal muscles consisting of single fibres scattered throughout the 
thickness of the cortical parenchyme, without any definite arrangement in bundles 
or in layers. The transverse muscles also form a loose layer of single fibres at the 
junction of the cortical and medullary parenchyme. Numerous single dorso-ventral 
fibres pass right across the thickness of the strobila, and the usual subcuticular layers 
of transverse and longitudinal fibres are present. The lateral and transverse ventral 
excretory canals are relatively very wide. The dorsal canals are very narrow, 
and lie considerably nearer to the middle line of the strobila than the lateral 
ventral canals. 

The genital ducts pass between the dorsal and ventral excretory canals, the vagina 
running parallel to the cirrus-sac and behind it. The cirrus-sac (fig. 6, c.s.) is 
pyriform and curved, with the concavity posterior. It measures about 0*22-0*25 mm. 
in length and 0*1-0*11 mm. in maximum width. Its inner end is swollen and some¬ 
what constricted off from the distal portion, which is tapering. The whole organ 
is covered with a powerful muscular coat of criss-cross oblique fibres, the coat being 
thickest at the bulbous inner end. The cirrus (fig. 6, e.) is unarmed and of a very 
characteristic shape, being very short and expanded into a small bulb, which is 
prolonged on its anterior aspect into a narrow finger-like process curving posteriorly. 
The bulbous part of the cirrus-sac contains a widened and coiled portion of the vas 
deferens, functioning as an internal seminal vesicle. This duct narrows and 
straightens where it passes through the constricted region of the sac, and then, in 
the distal region, suddenly expands into a wider ejaculatory duct whose cuticular 
walls are lined with outwardly-directed spines. This tapers gradually to a narrow 
calibre before opening near the tip of the finger-like process of the feirrus. The 
portion of the vas deferens outside the cirrus-sac is narrow and coiled, and extends 
along the anterior border of the segment to the middle, enveloped throughout By a 
mass of gland-cells. 
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There are about 110-130 testes in each segment, forming a single layer and 
mostly arranged in a smaller poral group of about 30-40 and a larger aporal group of 
about 80-90, the two groups being joined by a few testes, usually in a single row, 
behind the female genital glands. On the poral side there are no testes in front 
of the vas deferens. The testes have a greatest diameter of 0-06-0*08 mm. when 
fully developed. 

The distal part of the vagina, for a distance slightly greater than the length of 
the cirrus-sac, has a muscular wail, covered externally with gland-cells. This distal 
portion, like that of the vas deferens, lias a cuticular lining armed with bristles 
pointing towards the exterior. At its proximal end it is suddenly constricted to 
form a short and very narrow duct. The rest of the vagina is a thin-walled tube 
which may be locally expanded at one or several places to form a temporary 
“ receptaeulum seminis ”. In the older segments, especially when gravid, the 
portion immediately following the constriction, and lateral to the ventral excretory 
canal, is very frequently distended with sperm, forming a fusiform expansion. 

The ovary is slightly displaced towards the poral side of the segment, its aporal 
border being almost exactly in the middle line. It has two main lateral lobes, the 
whole forming a rosette with a width of about 0-3 mm. when fully developed. The 
vitelline gland, which lies behind the ovary, is subglohular and about 0*15 mm. ' 
wide. llorsally to it lies the shell-gland. A small temporary uterus appears to be 



Fig. 5.— Hail lie Una alouattae.. Mature nogmvnt ; ventral view. (/., dorsal excretory canal, 
o., ovary; t., t., tostes; tr. t transverse excretory canal ; lateral ventral oxcrotory 
canal ; vit., vitelline gland. 

present just in front of the isthmus joining the lobes of the ovary. The eggs, however, 
almost immediately become scattered throughout the medullary parenchyme and 
enclosed in capsules. Of these there are about 38-55 in each gravid segment . They 
are usually confined to the space between the lateral ventral excretory canals, but 
occasionally a few occur dorsally anil laterally to them. 

The capsules are subglobular or ovoid, and have a greatest diameter varying 
between 0*15 mm. and 0*45 mm. Each capsule contains 6-11 eggs. These are also 
subglobular or ovoid, with a thin outer membrane measuring 0*04-0*06 mm. in 
maximum diameter. The onchospheres are spherical and.have a diameter of 14-20 (jl 
Their hooks are about 5 /z long. 

No species of the subgenus Raillietina appear to have been recorded from Primates 
other than man. From Lemuroids are recorded R. (R.) lateralis (Bourquin, 1906) 
(from Qaleopithecus) and R. (? subgen.) rothlisbergeri Baer, 1935 (from Nycticabus). 
The forms recorded from man have been assigned by some authors to 13 * species, 
but these, according to L6pez-Noyra (1943), can be reduced to four, thus :— 

In the Ethiopian and Oriental regions :— 

R. (R.) formosana (Akashi, 1916)—syns. madagascariensis of Garrison, 1911, 
nee Davaine ; garrisoni Tubangui, 1931. 

* The species loechesalavezi Dollfus, 1940, and kouridovali Dollfus, 1940, belong, according 
to Ldpez-Neyra, to the genus Inermicapsifer, and are synonyms of 1. cubanen&is (Kouri and 
fiappaport, 1939). 
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JR. (E.) madagascariemis (Davaine, 1869)—syn. davaimi Dollfifs, 1940. 

R, (R.) celebensis (Janicki, 1902)—syn. asiatica (Linstow, 1901). 

In the Neotropical region :— 

JR. (JR.) demerariensis (Daniels, 1895)—syns. quitensis Leon, 1935 ; luisahoni Dollfus, 
1939 ; brumpti Dollfus, 1939 ; equatoriensis Dollfus, 1939 ; leoni 
Dollfus, 1939. 

R. formosana and R. celebensis are known also to occur in rodents, but it is curious 
that none of the other species have been found in any host but man. It is reasonable 
to suppose that man is no more than an accidental or occasional host, and that the 
normal hosts are wild mammals, possibly Primates, inhabiting the same geogra¬ 
phical regions. 

It might be expected that the present form would show closer affinities to R. 
demerariensis than to the old-world forms, and this appears, on the whole, to be the 
case. It differs from that species, however, in the same characters as from the 
others, viz. in having a greater number of testes and a smaller number of egg-capsules 
per segment, while the form and structure of the cirrus-sac and cirrus are quite 
distinctive. The following comparative table is based on data given by Lopez- 
Neyra (1943):— 


Number of Number of Number of 

roatellar hooks. tostes. egg-capsules. 


madagascariensis (inch davaimi) unknown ca. 50 

celebensis (incl. aeiatica) 80-120 28-50 

formosana (inch syns.) 90-140 26-59 

demerariensis (inch syns.) 152-200 40-86 

alouattae 176-224 110-130 


90-180 

60-150 

150-400 

70-350 

38-55 


Note on the Development of the Terminal Genitalia in R . alouattae . 

It is only in mature segments, in which the testes are beginning to be functional, 
that the cirrus is freely produced in the manner described above and illustrated in 
fig. 6. It seems doubtful whether, once protrusion has occurred, the cirrus can 
again be withdrawn. It has never been seen inverted within the cirrus-sac in the 
usual manner, and indeed it seems improbable that it can be so inverted. In 
examining strobilae prepared as whole mounts, it was observed that in all the fully- 
mature segments the cirrus was protruded, while in immature segments it lay within 
the genital atrium, and in close apposition to the opening of the vagina. 

Horizontal sections of the appropriate region of the strobila reveal that the 
development of the cirrus actually takes place in the genital atrium, which, until 
this development is complete, has no opening to the exterior. In the earliest stage 
at which the cirrus is recognizable (fig. 7, A), it appears as a low papilla projecting 
into the atrium, which is continuous with the distal end of the vagina. The atrium 
is closed to the exterior by a wall of cuticle. The distal end of the vagina is, at this 
stage, a relatively wide tube without a lining of bristles or a definite muscular coat. 
The development of the bristles begins at the proximal end of what is eventually 
the muscular portion, and gradually proceeds distally. In slightly older segments 
(fig, 7, B) the papilla representing the cirrus projects further into the atrial cavity, 
which is still closed. In still older segments (fig. 7,0) the cirrus fills the whole of the 
atrial cavity (by which it seems, as it were, to be moulded into shape) and blocks 
the opening of the vagina. Its terminal finger-like process has not yet appeared, 
and the distal end of its duct is not in apposition to the vagina *. He cuticular 
membrane closing the atrial cavity is now ruptured—possibly as a result of the 

* In the segment immediately behind that figured here, the cirrus was protruded end had a 
finger-like process. 
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expansion of the cirrus. The distal part of the vagina is now lined with bristles 
throughout, but appears much shorter and wider than when fully developed (cf. fig. fi). 
The bristles lining the ejaculatory duct are not yet visible. 



Fig. 6 .—Raillietina alomittac. Reconstruction of cirrus-sac anti vagina in a mature segment, from 
horizontal sections, c., cirrus ; c..v., cirrus-sac ; ivi M vagina ; v.d., vas deferens. 



Fid. 7 .—Raillietina alouattae . A, B, C, horizontal sections through terminal portions of cirrus-sac 
and vagina, showing three successive stages in development, c., cirrus; c.s., cirrus-sac ; 
g.a genital atrium ; va., vagina. 

There is here no question of self-fertilization, for the testes are not as yet fully 
developed and no spermatozoa are present. Dollfus (1940) has figured the cirrus 
and vagina in the position of * auto&condation * in the closely-related forms R. 
fumfet&if Jf, brumpti, R, e<pmtorienm and R* leoni —all, according to Lopez-Neyra 
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(1943), synonyms of R. demerarimis . It is not stated whether this condition was 
observed in fully mature or immature segments. Some of the examples figured by 
Dollfus (figs. 13, 19) have the appearance of genuine cases of self-fertilization, for 
the cirrus is shown as inserted well into the vagina. In others, however, (figs. 22,26), 
the appearance is more comparable with j^hat described here, and a membrane is 
shown closing the genital atrium. 

In certain of his figures (1940, figs. 23, 26) Dollfus has shown rounded bodies 
lying in the lumen of the vagina and of the ejaculatory duct, though no mention 
appears to be made of these bodies in the text. In some of the writer’s preparations 
of R. alomttae masses of amorphous brownish material, sometimes quite spherical, 
sometimes elongated, occur in both these situations. They have been seen only in 
immature segments, and it seems possible that they may be coagulated droplets 
of the secretion of the cells concerned in forming the cuticular linings of the ducts. 
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PPome Roundworms and Flatworms from the West Indies and Surinam.—III. Trema- 
todes. By Stephen Prudhoe, Department of Zoology, British Museum 
(Natural History) ^Communicated by Dr. H. A. Baylis, F.L.S.) 

'% 

(With 2 Text-figures.) 

The Trematodes recorded in this paper form part of a collection of parasitic worms 
fan mammals and reptiles, obtained in the neighbourhood of Paramaribo, Surinam 
p fDutch Guiana), by Mr. Ivan T. Sanderson in 1938. For the privilege of studying 
fcthese Trematodes the writer is indebted to Dr. H. A. Baylis, who has dealt with 
jftbe Cestodes, parasitic Nematodes and Acanthocephala in the first two parts of the 
present series of papers. 


PLAGIORCHIIDAE. 

..SticHolecitha serpentis, gen. nov., sp. nov. (Figs. 1 & 2.) 

Several examples of this species were found attached to the lining of the oesophagus 
of a snake, Chironius carinatun. 

The body is somewhat boat-shaped, varying between 5*2 mm. and 8-4 mm. in 
length and between 1-2 mm. and 2 mm. in maximum width, in transverse section 
the anterior region is more or less circular, while the remainder of the body is flat 
or slightly concave ventrally and raised into a keel dorsally, as shown in fig. 2. This 
unusual shape is to be seen in all the present specimens, which were probably killed 
in formalin. The cuticle is thin and armed with sharply-pointed spines, each of which 
measures about 32 /x in length and about 10 /x in width at the base. These spines are 
very closely set anteriorly, but diminish gradually in number towards the posterior 
region of the body, and finally disappear before the hinder extremity. In some 
specimens the spines appear to have fallen off, leaving the body entirely smooth. 

The oral sucker is subterminal and rounded or somewhat scjuarish in outline, 
measuring 0*56-0-65 mm. in diameter. The ventral sucker, which is situated at about 
the junction of the first and second thirds of the total length of the body, is a little 
smaller than the oral sucker, and measures 0-45-0*6 mm. in diameter. A short 
prepharynx, sometimes difficult to make out owing to contraction, opens into a well- 
developed, more or less rounded pharynx, which measures 0*21-0*25 mm. in diameter. 
'The oesophagus varies between 0-2 mm. and 0-5 mm. in length. Numerous glandular 
•cells lie in the parenchyme around the pharynx and oesophagus, and apparently open 
into the lumen of the latter, the lining of which appears to be cuticular. The intestinal 
bifurcation is situated about midway between the suckers. The intestinal caeca 
■extend posteriorly to the middle region of the body or a little beyond, and are provided 
with a tall glandular epithelial lining. The excretory pore is terminal. The excretory 
vesicle is Y-shaped, with a very long stem extending to about the anterior margin of 
the foremost testis, where it divides into two very short branches which run anteriorly 
•as far as the ovary. 

The genital pore lies ventrally at or near the left margin of the body, a little 
anteriorly to the ventral sucker. It leads into a shallow atrium, at the base of which 
the openings of the cirrus-sac and metraterm lie side by side. The cirrus-sac is club- 
shaped and relatively long, extending transversely to the median line, where it lies 
iimmediately in front of the ventral sucker. Its wall appears to consist of a relatively 
thin layer of longitudinal muscle-fibres. The swollen proximal portion of the cirrus- 
sac contains a king, coiled seminal vesicle, which opens into a narrow pars prostatica 
surrounded by numerous prostate glands. The retracted cirrus is thick-walled and 
JOUBN. LINN* BOO.—ZOOLOGY, VOL. XLI. 29 
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unarmed. The testes are arranged one behind the other, either directly or obliquely, 
in the middle region of the body. They are rounded or somewhat oval, the anterior 
(0-5-0*75 x 0-45-0*5 mm.) being a little larger than the posterior (04-0*5 x 0*46-048* 
mm.). The ovary lies in the median line either dorsally to, or immediately behind,. 



Fig. 1 .—Sticholecitha serpentis. Ventral view. C.8., cirrus-sac ; g.p. t genital pore ; i. % intestinal 
caecum; o., ovary; o.s., oral sucker; p., pharynx ; t. f testis ; uterus; v. 9 vitelline follicles ; 
v.8., ventral sucker. 

the ventral sucker. It is rounded (048-0*5 mm. in diameter) or transversely oval 
(0*45x0*3 mm.). The oviduct begins on the right margin of the ovary, and runs 
posteriorly for a short distance, where a receptaculum seminis opens into it. At this 
point the oviduct turns ventrally to enter the ootype, into which open numerous 






FLATWORMS FROM THE WEST INDIES AND SURINAM 


417 


relatively large “ shell ’’-glands. Tlie receptaculum seminis is very small, and, 
although it is readily seen in serial sections, the writer has been unable to make it out 
in whole preparations stained with Mayer’s paracarmine, or double-stained with 
indigocarmine and paracarmine. From the receptaculum seminis, Laurer’s canal 
takes a slightly sinuous course towards the right surface of the keel-like dorsal wall of 
the body, and opens to the exterior near the median line of that surface. 

The vitelline glands are disposed in an elongate group of rounded or pear-shaped 
follicles, situated in the dorsal half of the body, and extending along the median field 
from the region of the intestinal bifurcation to the hinder testis or a little beyond. 
In lateral view, the follicles appear to be disposed in distinct groups, like bunches of 
grapes, arranged in a single row. Each of these groups opens independently by a 
canal into a longitudinal yolk-duct, which lies in the median line, ventrally to the 
follicles. In most digenetic trematodes the vitelline follicles open into a pair of 
transverse yolk-ducts, and, since these are absent in the present form, it may 
be supposed that they are represented by the anterior and posterior ducts, which 
unite in the region of the ovary and open into a moderately long common vitelline 
duct. The latter appears to enter the oviduct without forming an enlarged vitelline 



Fig. 2 — Sticholecitha serpentU, Transverse section at level of ovary (diagrammatic), e., branch of 
excretory vesicle ; intestinal caecum ; l., Laurer's canal; o., ovary ; 06 ., ootype ; r., recep¬ 
taculum seminis ; vas efferens ; u. f uterus ; v., longitudinal yolk-duct; v'. 9 common 

vitelline duct; v.f. t vitelline follicles ; v.s., ventral sucker. 


reservoir. The uterus is well developed, disposed in numerous transverse and dorsal 
loops, situated between the intestinal caeca, and extending into the sublateral fields 
of the body behind the caeca. In general, the loops of the descending portion of the 
uterus appear to lie on the right, and those of the ascending portion on the left side of 
the median line. The metraterm possesses a thin wall, and lies more or less along the 
dorsal margin of the cirrus-sac. Immediately before opening into the genital atrium, 
the dorsal half of the metraterm is provided with a very thick coat of muscle-fibres, 
which probably functions as a sphincter controlling the deposition of the eggs, as the 
lumen of the metraterm in this region is just sufficiently wide to allow the eggs to pass 
singly into the genital atrium. The eggs are operculate, and measure 0*025-0*027 x 
0*012-0*015 mm. In the metraterm and distal portion of the uterus, the eggs appear 
to contain fully-formed miracidia. 

During recent years the classification of the genera belonging to the family 
Plagiorchiidae (==Lepodermatidae) has been discussed by many writers. Some 

29* 
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(e.g. Mehra, 1937) regard the group as a single large family, consisting of some seventy 
or more genera, arranged in numerous subfamilies, while others (e.g. McMullen, 1937) 
treat it as a superfamily Plagiorchioidea, including several families. 

The curious form described above is here provisionally assigned to the family 
Plagiorchiidae, sensu lato. The unusual shape of the body and the arrangement of the 
vitelline follicles enable this form to be readily distinguished from all other members 
of the family, although, at the moment, the shape of the body should only be regarded 
as a doubtful character, since it is questionable whether it is a normal feature during 
life, or has been brought about by contraction during fixation. In almost all 
Plagiorchiidae the vitelline follicles are situated in the lateral regions of the body , but 
in many species they are confluent in the median line anteriorly and posteriorly. 
In some species of Opisthogonimus Liihe the follicles may be disposed in two very 
indistinct groups, lying dorsally between the intestinal caeca in the middle region of 
the body. The general morphology of this genus, however, differs considerably from 
that of the present species. It is proposed, therefore, to erect for the latter a new 
genus, which may be defined as follows :— 

Sticholecitha, gen. nov. 

Plagiorchiidae. Body elongate. Suckers well developed; ventral sucker 
anterior to middle of body. Intestinal bifurcation midway between suckers. 
Excretory pore terminal; excretory vesicle Y-shaped, with long stem and short 
branches. Genital pore on, or near, left margin of body, immediately anterior to 
ventral sucker. Cirrus-sac club-shaped, extending transversely to median line; 
vesicula seminalis long and coiled ; cirrus unarmed. Testes arranged one behind the 
other, tandem or obliquely, in middle region of body. Ovary lying dorsally to, or 
immediately behind, the ventral sucker. Receptaculum seminis very small; Laurer’s 
canal present. Vitelline follicles disposed dorsally in an elongate group along the 
median line, extending from the intestinal bifurcation to thc> region of the hinder 
testis. Uterus voluminous. Eggs small and very numerous. Genotype : S. ser- 
pentis , sp. nov. 

The type-material is in the British Museum (Natural History). 

MICROPHALLIDAE. 

Microphallus sp. 

A single specimen of a species of Microphallus Ward, 1901, was found by Dr. 
Baylis in sediment from a tube containing a small portion of the intestine of an 
opossum, Marmosa cinerea. A careful examination of this portion of intestine 
unfortunately failed to reveal further specimens. At present, therefore, no direct 
evidence is available to show that this species of opossum is a normal host of a species 
of Microphallus. 

The following is a brief description of the specimen :—Body broadly pyriform. 
Length 0-57 mm., maximum width, 0*47 mm. Cuticular spines sharply-pointed and 
very closely set anteriorly. Oral sucker 75 p x 92 p ; ventral sucker 75 p x 87 p. 
Pharynx transversely oval, 24 p X 40 p ; oesophagus and intestinal caeca were not 
made out. ‘ Genital papilla ’ 75 p in diameter. Large seminal vesicle dorsal to 
ventral sucker. Testes symmetrically arranged, more or less rounded, about 0* 12 mm. 
in diameter. Ovary immediately in front of right testis, level with ventral sucker, 
rounded, 0*10 mm. in diameter. Vitelline follicles arranged in compact groups, 
ventrally to testes. Eggs 0 020 x 0*012 mm. 

In a revision of the genus Microphallus, of which Spelotrema Jagerskidld, 1901, and 
Monocaemm Stafford, 1903, are regarded as synonyms, Baer (1944) has assigned 
fourteen species to the genus. The present form differs from all these species in the 
position of the seminal vesicle, in that of the vitelline follicles and their distribution in 
relation to the testes, and in a few other minor points. It may possibly represent 
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a new species, but until further material becomes available, and allows a fuller 
description to be given, it seems preferable to regard the specimen as an indeterminate 
form of Microphallus. 


PARAMPHISTOMATIDAE. 

Cladokchis pyriformis (Diesing, 1836). 

Numerous specimens collected from the duodenum of Dasyprocta agouti are 
provisionally referred to this species, which appears to have been recorded hitherto 
only from the caecum of the tapir (Tapirus terrestris [— americanus]) in Brazil. The 
worms are contracted, particularly in the anterior region of the body, and the few 
features in which they differ from C. pyriformis, as redescribed by Fischoeder (1903), 
are not considered to be of specific importance, since most of them are probably due to 
contraction. Furthermore, the different host-species may also have produced slight 
variations in the morphology of the worm. The following brief description indicates 
the more important differences :— 

The body is somewhat conical in shape, and varies between 4 mm. and 0 mm. in 
length (5 mm. and 12 mm. according to Fischoeder) and between 2 mm. and 2*8 mm. 
in maximum width, which occurs in the posterior region. The posterior sucker is 
terminal and measures l*5-1 -8 mm. in transverse diameter. It varies between two- 
thirds and four-fifths of the maximum width of the body. J udging from Fischoeder’s 
description, the ratio in C. pyriformis appears to be about 1 : 3. In C. asper (Dies.), 
also known only from Tapirus terrestris , this ratio is about 4 : 5. The sucker in both 
species is highly muscular and, no doubt, capable of considerable expansion and 
contraction. Hence, its size in relation to the maximum w r idth of the body probably 
has no value as a specific criterion. The absence of papillae on the external surface 
of the posterior sucker apparently provides the main character for distinguishing 
C. pyriformis from C. asper , and in this respect the present material agrees with the 
former species. The testes are more frequently arranged side by side, which appears 
to be the normal arrangement in C. pyriformis , but they may also be seen lying 
obliquely, or even directly, one behind the other. The eggs measure 0* 132-0-145 X 
0*072-0 075 mm. (0*145-0* 156x0*072-0*080 mm., according to Fischoeder). 
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Some Roundworms and Flatworms from the West Indies and Surinam.—IV. Land- 
Planarians. By Stephen Prudhoe, Department of Zoology, British Museum 
(Natural History). (Communicated by Dr. H. A. Baylis, F.L.S.) 

(With 9 Text-figures.) 

This paper, the last of the present series, deals mainly with seven species of land- 
planarians collected by Mr. Ivan T. Sanderson in the West Indies in 1937 and in 
Surinam (Dutch Guiana) in 1938. In addition, some account is given of the copulatory 
apparatus of Amblyplana cockerelli Graff, based on serial sections from one of the 
type-specimens, and a classified list, as complete as possible, is given of the Rhyncho- 
•demidae known to occur in the Americas. 

The type-material belonging to Mr. Sanderson’s collection is in the British Museum 
{Natural History). 


GEOPLANIDAE. 

Geoplana gigantea Graff, 1899. (Fig. 1.) 

This large species is represented by four specimens found in decaying logs and 
among damp leaves on Mount Aripo, Trinidad. Two of the specimens are mature 
and measure up to 18-5 cm. in length and 13 mm. in maximum width, while the others 
are immature and measure about 5 cm. and 5 mm. respectively. The body tapers 
to a blunt point at each end. It is dorso-ventrally flattened and measures about 2 mm. 
in maximum thickness in the larger specimens. In life, according to the collector’s 
notes, the planarians were “ rich flesh pink, yellow below, two brown stripes in anterior 
region.” After preservation in alcohol for about ten years, the dorsal surface is now 

i 



Fig. 1, —Geoplana gigantea. Sagittal section of copulatory complex (diagrammatic), e., ejacu¬ 
latory duct: o. t oviduct, with extracapsular gland-cells; p., penis-papilla; muscular 
sheath; v., prostatic vesicle; va., vagina. 

yellowish brown, with a pair of submedian, purplish brown longitudinal stripes which 
are confined to about the anterior fourth of the body. Between the stripes the body 
is raised into a prominent ridge, which disappears near their posterior ends. The 
“ creeping sole ” is pale yellow-brown and apparently extends over the entire ventral 
surface. The mouth is situated somewhat behind the middle of the body and the 
genital pore is nearer to the mouth than to the posterior extremity. 

The numerous eyes are confined to the anterior third of the body, and in the 
foremost region they are small and densely arranged in a narrow band on both lateral 
margins. As the bands extend posteriorly they gradually widen well into the sub- 
lateral regions beneath the dorsal surface and then narrow towards their hinder ends. 
Correspondingly, the eyes become larger, then smaller and less crowded. 
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The longitudinal fibres of the subepidermal musculature are arranged, as is usual 
an Geoplana, in distinct bundles which appear dorso-ventrally elongate in cross-section. 
In the parenchyme, just beneath the dorsal musculature, lie numerous unicellular 
glands, each of which contains several narrow fusiform rhabdites, measuring up to 
32 fi in length. 

The male and female copulatory organs are invested with an extremely thick 
muscular sheath, consisting of a thin outer coat of circular fibres and a very thick inner 
wall, mainly composed of longitudinal fibres. The sheath is somewhat bulbous in 
outline, and measures about 15 mm. in length and about 3 mm. in maximum width. 

Numerous testes lie dorsally to the gut-branches. They ajipear to be arranged in 
four longitudinal rows, two rather close together on either side of the median line, and 
•extending from the anterior region of the body to close behind the pharyngeal chamber. 
The vasa deferentia lie ventrally to the gut-branches and converge posteriorly towards 
the anterior end of the muscular sheath investing the copulatory organs. At this 
point they pass separately into t he sheath and almost immediately unite to open into 
a prostatic vesicle. The latter is an elongate, somewhat coiled structure, provided 
with a highly glandular epithelium, which appears to be thrown into longitudinal 
folds, and its lumen contains a fine granular material, apparently produced by the 
epithelial cells.* The posterior end of the vesicle narrows gradually, and the thickness 
of its musculature diminishes considerably, before it merges with the ejaculatory duct. 
The duct is long and extends posteriorly to the tip of the penis-papilla. It has a very 
thin coat of circular muscle-fibres, and is lined with a smooth epithelium consisting of 
ciliated as well as glandular cells. The latter cells appear to contain a granular 
material rather similar in appearance to that present in the epithelial cells of the 
prostatic vesicle. The penis-papilla is large and muscular and its surface is much 
wrinkled, so that in section it appears to possess numerous small protuberances. It is 
covered by a low epithelium continuous with the lining of the spacious genital atrium. 

There is a pair of ovaries in the anterior region of the body. The oviducts, lying 
laterally to the vasa deferentia, extend to the posterior end of the copulatory complex, 
where they open into the vagina. Numerous “ shell ’’-glands lie outside the muscular 
sheath and open into the hinder regions of the oviducts. The elongate vagina is 
somewhat club-shaped and opens directly into the genital atrium. The lumen of its 
hinder half is much wider, and the epithelium taller and more glandular, than that of 
the anterior half. It might therefore be supposed that the spacious highly glandular 
portion was really the uterus, and the narrow less glandular region the vagina. 

Geoplana gigantea has previously been recorded from the island of Trinidad, at 
Arima, the Vale of Maracas and the Ortoire Forest. It is also recorded by von Graff 
(1899) from Venezuela, at Caracas and on the banks of the Apure River, at an altitude 
of over 3,000 feet. His description of the coloration and markings of the body, as well 
as the distribution of the eyes, in the specimen from Caracas rather suggests, however, 
that he is dealing with a different species. 

The original description of G. gigantea contains only details of external features, and 
.nothing appears to have been known hitherto of the structure of the copulatory 
•organs. According to von Graff, the longitudinal dorsal stripes extend throughout the 
length of the body. In all the present specimens the stripes are, however, found only 
in the anterior region. In the British Museum (Natural History) there is a mature 
specimen of G. gigantea , collected in Trinidad nearly fifty years ago, which agrees with 

* A somewhat similar vesicle, usually regarded ns n seminal vesicle, has been described in many 
species of Geoplana. The writer has been unable to find in the literature of the group any evidence 
showing that it actually functions as a sperm-reservoir. It seems that the vesicle is, m fully mature 
land-planarians, very often provided either w ith a highly glandular epithelium, or a ciliated epi¬ 
thelium through which pass the ducts of numerous extracapsular gland-cells. Both the glandular 
-epithelium and the gland-cells undoubtedly produce the fine granular material frequently seen in the 
lumen of the vesicle. This material is very similar in appearance to the secretion seen in the 
prostatic organs of forms belonging to other groups of Turbellaria. Having regard to these 
observations, the writer prefers to consider the highly glandular organ in the present form as a 
prostatic vesicle rather than a seminal vesicle. 
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von Graff’s description of the stripes and the darker ground-colour of the body, but 
otherwise does not appear to differ in any way from the present material. 

Whether or not the present specimens from Trinidad should be regarded as 
representatives of a geographical race or variety of the mainland form is a question 
which could be settled only by a study of ample material from both regions. 

Geoplana vaginuloider (Darwin, 1844). (Fig. 2.) 

The single specimen assigned to this species was collected from among damp leaves 
on Mount Aripo in Trinidad. It measures about 44 mm. in length and about 4 mm. in 
maximum width, which occurs in the middle region of the body. From its widest part 
the body tapers towards both extremities, more gradually anteriorly than posteriorly. 
The colour-pattern of the dorsal surface is very distinctive*. A broad, longitudinal 
median band of glossy black is bordered on either side by a narrower band of primrose- 
yellow, which is edged laterally with a narrow black stripe. All of these taper towards 
both ends, but none of them actually reaches the extremities. Finally, bordering the 
black stripes laterally, and extending over the extremities, is a relatively wide orange 
band. Ventrally, the whitish “ creeping sole ” lies between a pair of narrow orange 
bands which are really extensions of the dorso-lateral bands. The mouth is situated at 
about 25 mm. from the anterior end of the body and the genital pore about 5 mm. 
behind the mouth. 

The numerous marginal eyes form a continuous series round the body. Anteriorly 
they are arranged more or less in a row, which gradually widens to a band several eyes 
deep in the pharyngeal region, but posteriorly the band narrows again to a row of 
widely-separated eyes. 

The copulatory organs are invested with a muscular sheath, consisting of irregularly 
disposed fibres, except in the peripheral regions of the sheath, where they are mainly 
longitudinally arranged. The vasa deferentia pass separately into the anterior end of 
the sheath and soon unite to open into the rather long, coiled ejaculatory duct, which, 
like the vasa deferentia, is lined with a tall ciliated epithelium and covered with a 
moderately thick coat of circular muscle-fibres. In the anterior region of the muscular 
sheath lie numerous gland-cells, which apparently open into the lumen of the ejacula¬ 
tory duct, near its proximal end. These gland-qells produce a fine granular material, 
which is stained a distinctive reddish brown by eosin. In appearance and in its 
reaction to eosin the granular material is very similar to the prostatic secretion of other 
Turbellaria, and this portion of the ejaculatory duct may function as a prostatic organ. 
A well-developed, somewhat elongate penis-papilla lies in a spacious male atrium. 
It appears to be coated with a glandular epithelium, beneath which lies a fairly thick 
layer of circular and a thinner supporting layer of longitudinal muscle-fibres. In the 
anterior region of the penis-papilla the external covering appears, however, to be 
merely an epithelial membrane, and the musculature is very thin. The difference in 
the thickness of the epithelium in different regions is doubtless due to the activity 
of its musculature. 

The female complex does not appear to be fully developed. The oviducts are 
situated ventrally to the gut-branches, but well separated from the ventral muscula¬ 
ture of the body-wall. In the neighbourhood of the genital atrium they rise steeply 
to open into the narrow “ common glandular canal ” which unites with the inner end 
of the vagina. The oviducts and the “ common glandular canal ” are lined with a 
ciliated epithelium and coated with circular muscle-fibres. “ Shell ’’-glands and 
vitelline glands have not been made out. The vagina is bulbous and entirely filled 
with a mass of tissue, which has a vacuolated appearance and contains innumerable 
nuclei. This mass of tissue may possibly serve as a plug to prevent spermatozoa 
entering the female apparatus before the ovaries are ripe—only the posterior half of 
the present specimen has been sectioned, and therefore the condition of its ovaries is 
not known. It also seems possible that when the female apparatus becomes 

* An excellent coloured figure of the dorsal aspect of this species is given by Keister (193$ 
pi. i* fig. 20). 
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functional the mass breaks down and forms the glandular epithelial lining usually 
present in the vagina of land-planarians. A distinct lining is not yet differentiated 
in the vagina of the present specimen. In the literature of the group there are records 
(e.g. Graff (1899 and 1916), and Keister (1938)) of the presence of a mass of material in 
the vagina of several species of Geoplana. In some of these instances (e.g. Graff) there 
can be little doubt that the masses represent cocoons, but mothers (e.g. Keister) there is 
evidence that they are comparable with that seen by the writer. The covering of the 
cocoon in land-planarians is apparently formed by the secretion of the “ shell ’’-glands, 
which is stained a distinctive reddish brown bv eosin, and in the present specimen no 
part of the mass appears to have been similarly affected by this stain. In support of 
the suggestion as to the purpose of the mass of tissue in the present specimen, it is 
again mentioned that “ shell ’’-glands and yolk-glands have not been made out. nor 
does there appear to be evidence of sperm in any part of the female complex. In fact, 
as stated above, the complex does not seem to be fully developed. 



va. 


Fig. l\ — Geoplana vuyinvloides. Sagittal section of cojnilatory complex (camera-lueida outlines), 
f/., glandular portion of ejaculatory duct ; p., penis-papilla ; muscular shcatli ; ro.. vagina. 

On the other hand, de Beauchamp (1939) describes and figures a mass of tissue, 
apparently possessing a very narrow lumen, in the bursa eopulatrix of Geoplanct 
crawfordi , and the appearance of the mass is unquestionably comparable with that 
seen by the writer. In the tw r o specimens at the disposal of de Beauchamp the “shell 
glands and yolk-glands are present, and that author records the presence of sperma¬ 
tozoa among the loose outer tissues of the mass in one of the specimens, de Beau¬ 
champ’s types of G. crawfordi , which are in the British Museum (Natural History), 
have been carefully examined by the writer, but no evidence has been found of the 
presence of sperm in any part of the female complex of either specimen. It is worthy 
of mention that the vagina (or bursa eopulatrix) of G. crawfordi does not appear to 
possess an epithelial lining which can be differentiated from the nucleated mass of 
tissue. Furthermore, the presence of a narrow lumen in the mass in G. crawfordi tends 
to support the writer’s suggestion that the tissue breaks down and forms an epithelial 
lining for the vagina. Whether or not the so-called vagina or bursa eopulatrix should 
not, in fact, be regarded as a uterus is a question that must be left in abeyance until 
more is known of the development of the structure. 

Apart from the more advanced development of the female copulatory apparatus, 
Keister’s (1938) description of the copulatory organs of G. vaginuloides differs from that 
given above principally in the size of the penis-papilla. According to that author, 
the penis-papilla in a quiescent state is very elongate and occupies the whole of the 
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vaginal cavity, and its narrow apex lies within the 4 ‘ common glandular canal.’* The 
entire occupation of the vagina by the “ resting ” penis-papilla of the same individual 
is, of course, very exceptional in land-planarians, and it is unfortunate that, although 
Reister apparently had ample material at his disposal, he omits to state whether or not 
the position of the penis-papilla in relation to the female apparatus is a normal feature 
in fully adult specimens of this species. 

G. vaginuloides lias been recorded hitherto only from Brazil, at Rio de Janeiro 
(type locality), Barreira and Therezopolis. However, the colour-pattern of the dorsal 
surface in G. vaginuloides is characteristic, and in this respect the specimen from 
Trinidad agrees so well with previous descriptions that the writer feels no hestitation 
in regarding it as conspecific with Darwin’s species. 

Geoplana s andersoni, sj). nov. (Figs. 3-5.) 

A single specimen of this form was collected from among dead leaves on Mount 
Aripo in Trinidad. It is fairly slender, tapering towards the extremities, and measures 
about 28 mm. in length and about 3 mm. in maximum width. The dorsal surface 
is light brown, with a pair of submedian dark brown bands extending throughout the 
length of the body. The area between these bands is somewhat lighter in colour than 
the areas lateral to them. Ventrally, the very broad whitish 4 creeping sole ’ is 
bordered on either side by a light brown stripe. The mouth is situated at about 
17 mm. from the anterior end of the body and the genital pore about 5 mm. behind 
the mouth. 



Fig. 3 .—Geoplana mndersoni. Dorsal view of middle region. 

The numerous marginal eyes are distributed in a continuous series round the body* 
Anteriorly they appear to be arranged in one or two irregular rows, but behind this 
region they form a band which gradually extends well into the sublateral fields beneath 
the dorsal surface. Posteriorly, however, the band narrows considerably to form 
a row of widely-separated eyes. 

The entire copulatory apparatus does not appear to be invested with a muscular 
sheath, as in the previous species, but the musculature of the penis-papilla is very 
well developed and forms a thick coat of fibres round the seminal vesicle and ejacu¬ 
latory duct. Behind the pharynx the testes are situated ventrally to the gut-branches, 
and the vasa deferentia lie above them, between the dorsal and ventral fields of the 
body, and between the pair of posteriorly-directed intestinal caeca. Near the genital 
pore the vasa deferentia turn inwardly towards the median line, where they open into 
a narrow seminal vesicle. The ejaculatory duct is very long, and instead of the 
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seminal vesicle or the vasa deferentia uniting with its anterior extremity, as is usual 
in Geoplana , the union occurs in the middle region of the duct, so that the latter 
possesses an anterior appendix. Both the ejaculatory duct and the seminal vesicle 
are lined with a ciliated epithelium, and coated with a relatively thick layer of 
circular muscle-fibres. There seems, in fact, to be no histological difference in the 
appearance of the two organs. The penis-papilla is elongate and strongly muscular. 
It is covered with an epithelial membrane, and tying in the musculature immediately 
below this there is a large number of small pyriform organs. Each of these organs 
possesses an outer sheath of muscle-fibres, and an inner mass of granular material in 
which there are numerous strands of tissue. In the narrow distal region of each organ 
lies a second pear-shaped structure or ampulla, the wall of which appears to consist of 
a thick membrane, perforated in its inner half by numerous ducts. It seems probable 
that the granular content of the main organ passes through these ducts into the lumen 
of the smaller organ. Several nuclei are present in the main organ and form a ring 
round the narrower half of the ampulla. Tt has not been possible in the present 
specimen to make out the relationships of these nuclei, but it is possible that they 
belong to cells which produce the granular material present in the main organ. The 
ampulla opens to the exterior by a very small pore on the surface of the penis-papilla. 
The function of these organs is at present unknown, but possibly they represent 
individual prostatic organs. 



Fig. 4 .—Geoplana mmlersoni . Sagittal section of eopulatory complex (camera-lucida outline:-.), 
c , ‘ shell '-chamber ; e. r ejaculatory duet ; p., penis-papilla ; ra., vagina ; r.**., seminal vesicle. 


Close behind the genital atrium the oviducts, which are situated laterally to the 
vasa deferentia, unite to form a short posteriorly-directed ** shell ’’-chamber or 
“ common glandular canal,” into the lumen of which open numerous unicellular glands 
-or “ shell ’’-glands. The canal turns sharply dorsally to open into the posterior end of 
the fairly long, wide vagina. The latter possesses a rather tall glandular ejuthelial 
lining, and is coated with a thick layer of circular muscle-fibres lying between two thin 
longitudinal layers. 

The genital atrium is spacious and mainly occupied by the penis-papilla. 

With the exception of Geoplana von gunteri Fuhrmann, 1914, from Colombia, the 
present form is distinguished from all known species of Geoplana Stimpson, 1857, in 
which the structure of the eopulatory apparatus has been described, by the presence 
of the small pyriform organs lying in the walls of the penis-papilla. It differs from 
* G . von gunteri not only in the colour-pattern of the dorsal surface of the body, but also 
in several features in the eopulatory apparatus. 

The structure of the pyriform organs shows a considerable resemblance to similar 
organs present in the male “ adenochire ” of Artioposthia Graff, 1896—especially 
A. diemenemis (Dendy). In this respect, the present species and G. von gunteri form 
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a group intermediate between Geoplana and Artioposthia, but otherwise both species 
appear to be typical members of Geoplana, It is possible, of course, that a more 
detailed study of these two species, based on further material, will show other features 
which, when correlated with the presence of special gland-organs in the penis-papilla, 
2 >rovide solid grounds for the erection of a new genus. 

Geoplana sp. 

A single immature specimen, tentatively assigned to the genus Geoplana , was 
collected at night on the surface of damp soil above Kaimanston in Surinam. It is,, 
unfortunately, badly damaged, but some of its external characters may be mentioned. 

The body is elongate, bluntly pointed anteriorly and rounded posteriorly. It 
measures about 60 mm. in length and about 2-5 mm. in maximum width. The dorsal 
surface possesses a narrow longitudinal median band of yellowish brown, which is 
bordered on either side by a dark brown band of similar width. Laterally to each 
submedian band there is a much wider yellowish-brown band which is rather darker 
than the median. The mouth is situated a short distance behind the middle of the 
body. Numerous marginal eyes appear to be arranged in one or two irregular rows, 
forming a continuous series round the body. 



Fig. 5 .—Geoplmui sandersoni . Pyriform organ in wall of penis-papilla. 

In coloration and markings this specimen closely resembles several species of 
Geoplana recorded from South America, but it has not been possible to assign it with 
certainty to any of them. A knowledge of the structure of the copulatory organs of 
the species is needed before its generic status can be determined with certainty, but 
until adult material from Surinam becomes available it may be regarded as an 
indeterminate species of Geoplana, 

Geoplana sp. 

A single specimen was found at the base of a tree at night on Mount Aripo in 
Trinidad. It is immature, and therefore can only be provisionally regarded as a 
species of Geoplana. The body measures about 20 mm. in length and about 3 mm. in 
maximum width, and tapers to a rounded point at the extremities. The dorsal 1 
surface is rather brownish black, except where the epithelium has been lost, and is 
without stripes or bands of any kind. The greyish white “ creeping sole ” occupies 
nearly the whole of the ventral surface, but is bordered by very narrow marginal bands 
of black. The mouth is situated at about 6 mm. from the posterior extremity. 

The marginal eyes are very numerous and form a complete series round the body.. 
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In the middle region they are arranged in a broad band extending into the sublateral 
.zones beneath the dorsal surface, and anteriorly and posteriorly the band decreases in 
width to an irregular row of eyes, numerous anteriorly and sparsely distributed 
posteriorly. 

Apart from G. gigantea, the only species of Cropland that have been recorded 
hitherto from Trinidad appear to be G. ehlersi Graff, 1899, and G. kenneli Graff, 1899. 
In the general coloration of the body the present form shows some resemblance to 
•G. ehlersi, but this species apparently possesses a conspicuous yellow median stripe 
on the dorsal surface, and appears also to have a much more slender body. 


RHYNCHODEMIDAE. 

Heinzel (1929) divides the Rhynchodemidae into two subfamilies : Desmorhyn- 
■chinae, in which the longitudinal fibres of tlie subepidermal musculature are aggregated 
into distinct bundles ; and Rhynchodeminae, in which the longitudinal fibres of the 
musculature are arranged, not in bundles, but in a very thin simple layer. In the 
same paper, Heinzel selects Planaria ter rest r is Muller, 1774, as the genotype of 
RhyncJiodernus Leidy, 1851. But Miss Hyman (1943) points out that the type of 
Rhynchodem us is Planaria sylvatica Leidy, 1851, and that in new material, which she 
considers to belong to Leidy’s species, the longitudinal fibres of the subepidermal 
musculature are disposed in bundles, as in Heinzel’s Desmorhynchinac. This fact 
leads her to regard Desntorhynchus Heinzel as a synonym of Rhynchodem as Leidy, and 
Rhynchodem us of Heinzel as a total synonym of Geode sunt# Meeznikow, 1866. As 
Heinzel’s subfamily names therefore become invalid, Miss Hyman proposes the name 
Dolichoplaninae for Desmorhynchinac, and Geodesminae for Rhynchodeminae. It 
appears to be implicit in Article 4 of the International Rules of Zoological Nomen¬ 
clature that, when a family is divided into two or more subfamilies, the type-genus of 
the family must also become the type of one of the subfamilies. Hence the root of the 
generic name must be present not only in the name of the family, but in that of the 
subfamily. Consequently, if it be thought necessary to divide the Rhynchodemidae 
into two subfamilies, the name Geodesminae Hyman appears to be available for the 
Rhynchodeminae of Heinzel, and the writer suggests that the name Rhynchodeminae 
be retained in a new sense to include the Desmorhynchinac of Heinzel and the 
Dolichoplaninae of Hyman. 

With regard to the Rhynchodemidae recorded from the Americas, it seems 
•desirable to reclassify the known species, and a list of them, including the new forms 
described herein, is as follows :— 


Subfamily Rhynchodeminae, sens. nov. (nee semu Heinzel, 1929). 
( — Dolichoplaninae Hyman == Desmorhynchinac Heinzel.) 


Genus Rhynchodemus Leidy, 1851, sensv Hyman, 1943. 


Species. 


Distribution. 


sylvaticus (Leidy, 1851). 

hectori Graff, 1897. 

btainvillei Graff, 1899. 
pellucidus Graff, 1899. 
bromelicola de Beauch., 1912. 
samperi Fuhrmann, 1914. 
angustus (Hyman, 1941). 
amerieanus Hyman, 1943. 

aripensis sp. nov. 
sp. de Beauch., 1939. 

' sp. A * Hyman, 1943. 

* Bp. B * Hyman, 1943, 


U.S.A. (Rhode I., Pennsylvania, Ohio and 
Missouri). 

Argentina (Provinces of Salta, Jujuy and 
Tuouman). 

Brazil (Sa. Catharina Prov.). 

Brazil (Sa. Catharina Prov.). 

Costa Rica. 

Colombia (Eastern Cordilleras). 

Panama, Canal Zone (Barro Colorado I.). 
U.S.A. (greenhouses in Missouri and New 
Jersey). 

Trinidad (Mt. Aripo). 

Peru (Capachica). 

U.S.A. (greenhouses, Washington, D.C.). 
U.S.A. (greenhouses, Missouri). 
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Genus Dolichoplana Moseley, 1877. 


Species. 


Distribution. 


striata Moseley, 1877. 
joubini Hallez, 1894. 
feildeni Graff, 1899. 
carvalhoi Correa, 1947. 


U.S.A. (greenhouses, Missouri). 
French Guiana (Cayenns). 
Barbados, West Indies. 

Brazil (S&o Paulo). 


Graff (1899) is of the opinion that joubini and feildeni are probably synonymous,, 
and some recent authors appear to regard feildeni as a synonym of striata. 


Subfamily Geodesminae Hyman, 1943. 

(—Rhynchodeminae of Heinzel, 1929.) 
Genus Geodesmus Mecznikow, 1866, sensu Hyman, 1943. 


Species. 

cockerelli (Graff, 1899). 
atrocyaneus (Walton, 1912). 
maculatus (Fuhrmann, 1914). 
inontoyae (Fuhrmann, 1914). 
haitiensis, sp. nov. 


Distribution. 

Jamaica, West Indies. 

U.S.A. (central States). 
Colombia (Eastern Cordilleras). 
Colombia (Eastern Cordilleras). 
Haiti (Mt. Commissar). 


Genus Diporodemus Hyman, 1938. 


Species. 


Distribution. 


yucatani Hyman, 1938. Yucatan. 

plenus Hyman, 1941. Panama, Canal Zone (Barro Colorado I.). 

indigenus Hyman, 1943. U.S.A. (Appalachian region). 


Forms that cannot yet be classified with any degree of certainty are :— 

Species. Distribution. 

Rhynchodemus (s. 1.) stenopus Graff, 1894. Argentina and Venezuela. 

Rhynchodemus (s. 1.) borreUii Graff, 1894. Paraguay. 

Rhynchodemus (s. 1.) costaricensis de Costa Rica. 

Beauchamp, 1913. 


Rhynchodemus aripensis, sp. nov. (Fig. 6.) 

A few specimens of this species were found in the heads of bromeliads, sixty feet 
above ground-level, on Mount Aripo in Trinidad. They measure up to about 22 mm. 
in length and about 2 mm. in maximum width. The body tapers more gradually 
anteriorly than posteriorly. The dorsal surface is light brown, with three longitudinal 
stripes of equal width. The dark brown median stripe is always conspicuous, but the 
sublateral stripes are rather indistinct and cannot be seen in some specimens. For 
a distance of about one-eighth to one-seventh of the total length of the body, the 
anterior region is much lighter in general colour, and is without stripes. As in many 
other species of Rhynchodemus , this cephalic region is relatively narrow and distinctly 
marked off from the remainder of the body, having the appearance of an elongate snout 
or proboscis. Ventrally, the whitish “ creeping sole ” is slightly raised and occupies 
the middle third of the body-width. The lateral areas of the ventral surface are light 
brown. The mouth is situated in the middle region of the body and the genital pore 
about 4 mm. behind the mouth. Two relatively large eyes lie behind the anterior 
extremity of the snout-like region. 

The longitudinal fibres of the subepidermal musculature are arranged in distinct 
bundles which appear oval in cross-section. 

The numerous testes are disposed in two irregular rows, ventrally to the gut- 
branches. The male copuiatory apparatus is simple and typical of the genus 
Rhynchodemus , sensu Hyman. It is contained in a thick sheath of muscle-fibres* 
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mainly longitudinal, representing the penis-bulb. The vasa deferentia pass separately 
through the anterior wall of the sheath and open together into a spacious atrium. 
This atrium, or ejaculatory duct, is lined with a highly glandular epithelium and coated 
with circular and longitudinal muscle-fibres. The parenchymatous tissue between 
the walls of the sheath and those of the atrium contains a loose irregular network of 
muscle-fibres, among the meshes of which lie numerous gland-cells. 

The structure of the female copulatorv apparatus is simple and agrees well with 
that usually present in Rhynchodem us. The oviducts lie vent rally to the gut-branches 
and laterally to the vasa deferentia. The vitelline glands are very numerous, lying 
between, as well as above and below, the gut-branches. At the posterior end of the 
apparatus the oviducts unite, apparently without bifurcating, to form a ciliated canal 
which enters a short, narrow k ‘ shell ’’-chamber. This chamber is also ciliated, and 
surrounding it are numerous “ shell ’’-glands which open into its lumen. The vagina 
is elongate, but spacious, and possesses a highly glandular epithelial lining. The 



Fig. 0. —Rhynch odem us a ripen sis . Sagittal section of copula lory complex (camera-lucida outlines)* 
c„ * shell ’-chamber ; e., ejaculatory duct; s., muscular sheath ; ra., vagina. 

apparatus is coated with a relatively thick inner layer of circular and a thin outer 
layer of longitudinal muscle-fibres. It appears to be as long as, or slightly longer than, 
the male apparatus. 

Of the American Rhynchodemids that can at present be assigned with certainty 
to the genus Rhynckodemvs , se'nsu Hyman, the species described above closely 
resembles R. sylvaticus (Leidy), R. pellucidus Graff and R. samperi Fuhrm. The first 
two of these species are, however, much smaller forms and each bears only two dorsal 
stripes on its body, while R . samperi is a more slender creature, its median dorsal 
stripe is much narrower than the lateral stripes, and the female copulatory apparatus 
appears to be considerably smaller than the male. It is therefore considered 
necessary to regard the form from Trinidad as a new species. 

Geodesmus haitiensis, sp. nov. (Figs. 7 and 8.) 

Two specimens of this form were found under the bark of a decaying log on Mount 
Commissar, Haiti. They are plump and elongate, circular in cross-section, and about 
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25 mm. in length and about 4*5 mm. in width. In life, according to the collector’s 
notes, the body was : “ Jet black. Edges (lateral) yellow ochre. Grey below.” 
After about ten years in alcohol, the coloration of both specimens has only slightly 
faded. The dorsal surface is now greyish black. On each side of the body there is 
■a wide yellow lateral band, which may be seen in either the dorsal or the ventral aspect. 
Anteriorly and posteriorly the yellow bands widen to enclose the extremities. 
Ventrally, the ‘ creeping sole ’ is light grey and extends across the middle third of 
the body-width in different regions. It is bordered on either side by a wide band of 
black. The mouth is situated at about 17 mm. from the anterior end of the body and 
the genital pore about 4 mm. behind the mouth. The two eyes are comparatively 
small and appear to be dorso-ventrally elongate. 

The subepidermal musculature is thin, and its longitudinal fibres are disposed in 
a simple layer. In the parenchyme, well separated from the subepidermal muscu¬ 
lature, lie innumerable small bundles of longitudinal muscle-fibres, which are more 
numerous in the lateral than in the dorsal or ventral regions of the body. The 
bundles appear to form a sheath around the digestive and reproductive organs. 



The male copulatory apparatus is invested with a thin sheath of longitudinal 
muscle-fibres, which encloses the parenchymatous network surrounding the copulatory 
organs. The vasa deferentia lie ventrally to the gut-branches. They pass into the 
antero-ventral wall of the sheath and open together into a rather wide ejaculatory 
duct. The duct takes a sinuous course posteriorly to the apex of the penis-papilla. 
It is coated with a thick inner layer of circular and a thin outer layer of longitudinal 
muscle-fibres, and lined throughout with an exceptionally tall glandular epithelium, 
the cells of which appear to contain a granular material. The nuclei of this epithelium 
are not abundant in the proximal or inner region of the duct. The penis-papilla is 
large and robust, and occupies the whole of the male atrium. It is covered with an 
epithelial membrane attached to an extremely thin basement-membrane. Beneath 
the latter lies a thick layer of tightly-packed muscle-fibres which are disposed at right 
angles to the surface of the penis-papilla. Numerous nuclei lie in the inner regions of 
the muscle-layer. Supporting this layer is a coat of longitudinal muscle-fibres, the 
thickness of which is about one-third that of the former. In the parenchymatous 
tissue, immediately around the ejaculatory duct, there is a fine granular material, 
rather similar in appearance to that seen in the epithelial lining of the duct. 

The female copulatory apparatus is simple and lies in a sheath of mixed longitudinal 
.and circular muscle-fibres. The oviducts open ventrally into a spacious ‘ shell ’- 
chamber, situated in the posterior region of the sheath. The * shell ’-chamber is 
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lined with a tall glandular epithelium and surrounded by numerous gland-cells which 
open into its lumen. The vagina is spacious and lined with an epithelium continuous 
with that of the 4 shell ’-chamber. Inside the sheath, round the vagina, is a network 
of parenchymatous tissue which lias a more compact appearance than that investing 
the male copulatory organs. 

The present form may be readily distinguished from all the known species of 
Qeodesmus , sensu Hyman, not only by the colour-pattern of the body, but also by the 
peculiar musculature of the penis-jjaj >illa. 



Fig.18. —Gcodwtmix haitiemsits. Sagittal section of copulatory complex (camera-lucida outlines). 

w c., ' shell ’-chamber ; e., ejaculatory duct; p., penis-papilla ; .s\, muscular sheath ; va., vagina. 


Geodesmus cockerelli (Graff, 1899). (Fig. 9.) 

Kyn. : Amblyplana cockerelli Graff, 1899. 

This species was originally described on the basis of two specimens collected m 
Jamaica, and only details of its external features were given. Hr. H. A. Baylis has 
kindly permitted the writer to cut serial sections from one of the two type-specimens in 
the British Museum (Natural History), so that the systematic position of the species, 
according to the classification of the Rhynchodemidae adopted by recent authors, 
might be ascertained. 

The original coloration and markings of the type-specimens have faded consider¬ 
ably, but under moderate magnification and a strong light they may be seen rather 
faintly to agree with von Graff’s description, of which the following is a translation : 

4 Up to 17 mm. in length and 2 mm. in maximum width. Hinder end conically 
pointed, anterior end tapering ; both are sharply marked off from the rest of the body 
by their coloration. The anterior tip is reddish, and behind this, as at the posterior 
end, lies a wide circular band of yellow. These bands are united by a median dorsal 
stripe of similar colour. The remainder of the dorsal surface is deep bluish-black, and 
this colouring extends over the ventral surface for a distance of one-third of the body 
■width on each side. The 4 creeping sole * is yellowish. The mouth is situated at 
.11 mm. from the anterior end of the body and the genital opening 1*5 mm. behind the 
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mouth. The? two small eyes lie between the reddish tip and the yellow band at the 
anterior end.’ 

To this description may now be added the following features, based on the sectioned 
portion of one specimen : 

The body is slightly flattened dorso-vent rally, so that it appears oval in cross- 
section. Its subepidermal musculature is typical of the Geodesminae Hyman. The 
subepidermal longitudinal layer is thin, and its fibres are not arranged in bundles. In 
the parenchyme, forming a sheath investing the digestive and reproductive organs, 
lies a well-developed longitudinal layer, the fibres of which are collected into bundles. 

The copulatory complex is rather small, measuring about 0*75 mm. in length and 
about 0*5 mm. in maximum width. Only the male copulatory apparatus appears to 
be invested with a thick muscular sheath, which lies somewhat obliquely, its anterior 
end being tilted towards the dorsal side. 



The numerous testes are arranged in two irregular rows, situated ventrally to the 
gut-branches. The vasa deferentia lie ventrally to the testes and open separately into 
a relatively wide seminal vesicle. The posterior end of the latter turns ventrally to 
open into a somewhat smaller vesicle, round the ventral half of which lie numerous 
extracapsular gland-cells opening into its lumen. The latter vesicle probably 
represents a prostatic organ, from which a short ejaculatory duct extends to the apex 
of a moderately-developed penis-papilla. The ejaculatory duct andits modifications— 
the seminal vesicle and prostatic organ—are lined with a ciliated epithelium. 

The oviducts lie ventrally to the gut-branches and laterally to the vasa deferentia 
They open separately into the hinder end of a 4 shell ’-chamber, which is situated at 
the posterior end of the relatively short vagina. Around the 4 shell ’-chamber and 
the hinder portions of the oviducts lie numerous gland-cells which open into the lumen 
of each. The hinder end of the 4 shell ’-chamber opens, above the openings of the 
oviducts, into a genito-intestinal canal which runs anteriorly as far as the muscular 
sheath of the male apparatus, where it turns sharply towards the left side of the body 
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to enter the main-gut on that side. The female copulatory apparatus is lined through - 
out with a ciliated epithelium and coated with a moderately-developed musculature, 
principally of circular fibres. 

This species appears to be easily separated from other species of Geodesmns , sensu 
Hyman, recorded from the American continents by the colour-pattern of the body and 
by the possession of a genito-intestinal canal. The latter character occurs in several 
species of Geodesmns recorded from other parts of the world, and is not regarded as of 
generic importance. 

In conclusion, the writer would like to take this opportunity of thanking Dr. H. A. 
Baylis for advice given during the preparation of this report. 
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I. INTRODUCTION AND ECOLOGY. 

This account is based on a collection of Polychaet worms obtained by Mr. Colman 
from St. Helena in 1945. A general account of the marine biology of the island has 
been given by him (Colman, 1946) from which the following data have been extracted. 
The island lies in the tropical south Atlantic, nearly 16 degrees south of the equator ; 
it is 1,080 miles off the coast of tropical west Africa and 700 miles south-east of 
Ascension Island, which is the nearest land. The whole of the island is volcanic, with 
precipitous shores and a steep narrow submarine shelf; there are no coral reefs. The 
sea temperature ranges from 21 to 25 degrees Centigrade ; the maximum tidal range 
is about one metre, there is very heavy surf on the south-eastern coasts due to the 
prevailing south-east trade winds, but the seas on the north-western shores are usually 
more moderate. 

The Polychaet collection consists of over 500 specimens collected on the shore 
between the tide-marks and dredged from depths down to 40 fathoms. Thirty species 
are included as well as the tubes of three others. These are listed below :— 


Species. 

Harmonthoe sanctae-helenae , sp. nov. 
Pholoe dorsipapillata Marenz. 

Eurythoe complanata (Pallas). 
Hermodice carunculaUi (Pallas), var. 

didymobranchiata, Baird. 
Phyllodocc mucosa Oersted. 

Phyllodoce macrophtkalma (Schmarda). 
Phyllodocc colmani , sp. nov. 

Syllis prolifer a Krohn. 

Syllis variegata Grube. 

Syllis gracilis Grube. 

Syllis elongata , sp. nov. 

Syllis Bp. ? 

Eusyllis sp. ? 

Opisthosyllis brunnea Langerhans. 
Odontosyllis polycera (Schmarda). 


Piono8yllis longicirrata Saint-Joseph. 
Exogone verugera (Clapar&de). 

Exogone heterosetosa McIntosh. 
Autolytu# pictus (Ehlers). 

Myrianida pinnigera (Montagu). 
Nereis nanciae, sp. nov. 

Glycera lapidum Quatrefages. 

-Staurocephcdus rubrovittatus Grube. 
Eunice gracilis (Crossland). 
Lumbriconereis coccinea Renieri. 
Polyophthalnws pictus (Dujardin). 
Arrrmndia intermedia, Fauvel. 
Dasybranchus caducus Grube. 
Pnonospto malmgreni Clapar&de. 
Audouinia punctata (Grube). 
Sabelariid tubes, «*. ot sp. ? 
Branchiotnma vestculosum (Montagu) ? 
Serptda vermicularis Linn. 

JSptrorbi* sp. (tubes only). 


Distribution. 

Azores, Mediterranean. 

Circumtropical. 

Ascension, tropical West Africa. 

North Atlantic. 

Madeira, North Atlantic. 

Atlantic and Mediterranean. 

Universal in tropical and temperate waters 
Circummundan. 


West Africa, Madeira, West Indies. 

West Africa and generally through the 
sub-tropics of the southern hemi¬ 
sphere. 

Atlantic and Mediterranean. 

Madeira, Mediterranean, Australia. 

South Atlantic, Cape, West Africa. 
Atlantic and Mediterranean. 

North Atlantic and Mediterranean. 

Atlantic. 

Atlantic and Mediterranean. 

Indo-paciflc. 

Atlantic and Mediterranean. 

Atlantic, Indian, Pacific. 

Tropical West Africa. 

Atlantic, Indian, Pacific. 

North Atlantic and Mediterranean. 
Tropical Atlantic and Indian Ocean. 

Atlantic, Mediterranean, Indian Ocean. 
Atlantic, Mediterranean, Red Sea. 







BY MR. J. COLMAN AT ST. HELENA 


435 * 


The above list of species with their distribution shows that four or possibly six 
species are endemic, and an equal number are universal in tropical or temperate 
waters. The rest are Atlantic or Atlantic-Mediterranean species, many of which 
have been recorded from Madeira or the Azores and some from the West Indies ; only 
two, Odontosyllis polycera and Armandia intermedia , might be described as Tropical 
West African ; only one of the six species recorded by Monro, 1930, from Ascension is 
present in this collection, and there are no South African species or any evidence of an 
Antarctic element. Colman states that ‘ To judge from the three groups which have 
been at all well studied (molluscs, echinoderms and fish), about a quarter or a third of 
the St. Helenian species are peculiar to the island ; the closest relationships of the 
fauna are with that of the West Indies and the next closest with those of the Mediter¬ 
ranean and West Africa ; there are only slender links with South Africa.’ The 
distribution of the Polychaeta fits in very well witli this statement, though there is 
a smaller proportion of endemics and a greater affinity with the fauna of the Azores 
and Madeira than with that of the West indies. The comparison of these thirty species 
with six from Ascension does not permit of any real conclusions, but the absence 
of a South African component is significant. Work on the planktonic Copepoda of the 
South African seas at present being prepared for the press by Mr. R. R. Charter of this 
University, indicates that the cold Bcnguela current which sweeps along the west 
coast of South Africa keeps close inshore until it reaches the border of Angola, where it 
becomes considerably warmer and where all the characteristically South African species 
disappear, it is thus probable that South African forms never extend anywhere near 
St. Helena, which is bathed by the central part of the South Atlantic gyrai. If this is 
so, the presence of drifting kelp must be due to wind action alone. 

The most striking thing about the whole Polychaet collection is the tiny size of 
almost every specimen. Not only are the families which include the smallest worms 
the best represented, but species which are large elsewhere are dwarfed in St. Helena. 
For example, the family Svllidae, which includes some of the smallest Polychaets, is 
represented in St. Helena by 13 out of 30 species, and the St. Helenian Syllids are less 
than half the size of those found elsewhere. 

Again, the Amphinomid Eurythoe complanata which normally reaches a length of 
00 to 100 mm., is 15 to 30 at St. Helena, and the only St. Helenian Nereid, Nereis 
nattcifK , averages 20 mm. as compared with 40 to 80 mm. of most Nereids elsewhere. 
There are only two exceptions to this rule : one is He.rmodioe, carunculata , which 
is commonly found on wreckage drifting on the high seas, and the other is the 
unknown Sabelariid whose empty t ubes have a bore of 10 mm. which is rather 
larger than the average for the family. 

II. SYSTEMATIC ACCOUNT. 

Family Afhroditidae. 

Harmothoe sanctae-helenae, sp. nov. (Type St. H. 10 6.) 

Records .—Three specimens from the sponge Chondria plebia dredged in 20 to 25- 
fathoms off Jamestown, 30/6,45. Eight specimens from algal felt in a rock pool at 
Banks, 14/6/45. Five specimens dredged off Jamestown in 40 fathoms, 27/6/45. 
One specimen dredged off Ladder Hill in 10 fathoms, 25/6/45. Two specimens 
dredged in Prosperous Bay in 15 fathoms, 11/6/45. Six specimens dredged off Banks 
Point in 10 fathoms, 5/6/45. 

Diagnosis. —Very similar to H. longisetis ; head with well-marked frontal horns ; 
elytra deciduous, smooth, pale, with minute capstan-shaped tubercles, no fringes ; 
dorsal bristles minutely bifid at the tip, ventral bristles slender with fine bifid tips. 

Description. —The largest example is only 11 mm. long with 35 segments ; the 
breadth including the bristles is 3 mm. and the body without parapodia is 1 mm. wide. 
The colour in spirit is pale yellowish brown with darker pigment on the anterior part 
of the prostomium and with transverse bands across the back of each of the anterior 
segments (see fig. 1 a). The extent of this pigmentation is very variable; it may be 
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completely absent or present along the whole length of the body with extensions on to 
the base of the cirrophores. The antennae and dorsal cirri are slightly darker than the 
general colour of the body. The elytra are usually absent, but when present they are 
yellowish brown with a diffuse patch of dark pigment towards the external margin. 

The head (fig. 1 &) is as broad as long with prominent brown peaks and two pairs of 
eyes of which the anterior are the larger and on the extreme lateral margins of the head. 
The median tentacle is sparsely ciliated and tapers evenly to a filiform tip, the whole 
tentacle being twice the length of the prostomium. The lateral tentacles are ventral in 
origin, taper like the median and are roughly equal in length to the postomium. The 
parapodia are long and pointed so that parapodium plus bristles equals the width of the 
body proper. Elytra scars are present on segments 2, 4, 5, 7, 9, 11,13,15, 17, 19, 21, 
23, 26, 29, 31 ; the elytra themselves (fig. 1 d) are soft, fragile, and very deciduous. 
They are almost round, apparently smooth but actually covered with minute capstan¬ 
shaped tubercles (fig. 1 e), and with a few soft finger-shaped papillae. The basal half 
of the dorsal cirrus is pigmented. In some worms the dorsal cirri increase in length 
posteriorly until they are markedly longer than the ventral bristles. The ventral cirri 
are always slender, unpigmented and without claviform papillae. The dorsal bristles 
(fig. 1 /) are stout and increase in length inferiorly. The superior ones have short 
simple tips, but the longer inferior ones have longer tips which are minutely bifid. 
The ventral bristles (fig. I g) are long and slender and spinulose for a considerable 
•extent, particularly the superior ones. All have bifid tips, the superior ones minntely 
bifid, but the majority have the second tooth one-third the length of the apical one and 
diverging from it. 

I believe this species to be allied both to H. longisetis and to H. spinifera. As far 
as I know the former species has not been recorded from the southern hemisphere. 
Judging by the description given in Fauvel, 1927, p. 66, fig. 24 a-g , it has obtuse frontal 
peaks, eyes partly hidden, minute horny papillae on the elytra, conical dorsal rami to 
the parapodia, short dorsal bristles with short conical tips and ’ parfois un petit sillon 
longitudinal.’ Fig. 24 d shows a blunt tip. The ventral bristles differ from the 
St. Helenian material in having large spinules and a long, fine, secondary tooth in line 
with the shaft; moreover, the inferior ones are occasionally unidentate. I have 
also compared the St. Helena material with Sbuth African examples of H. waahli 
(Kinberg), the southern representative of H. spinifera, but in this case the deep split 
in the tips of the dorsal bristles and the large secondary tooth and short spinulose 
portion of the ventral bristles allows of no confusion. 

Distribution .—St. Helena. 

PholoS dorsipapillata Marenz. 

Fauvel, 1923, p. 119, fig. 44 iv-q. 

Records. —One specimen from the sponge Chondria plebia dredged in 20-25 fathoms 
off Jamestown, 30/6/45. Two specimens dredged off Jamestown in 40 fathoms, 
27/6/45. 

Notes. —Typical. 

Distribution. —Azores and Mediterranean. 


Family Amphiomidae. 

Eurythoe complanata (Pallas). 

E. akyonia Gravier, 1901, p. 248, text-figs. 257-268, pi. 9, figs. 140-143, pi. 10, figs. 144-146. 

Records. —Numerous specimens from algal felt in a rook pool at Banks. 

Notes. —The bristles of this species are not only very variable but are also very 
easily damaged by preservatives. In the present specimens the anterior dorsal 
bristles are distinctly bifid, but in the middle and posterior parts of the body the longer 
arm becomes very long and hair-like while the shorter arm is reduced to a spur and 
then to a minute knob or step. Harpoon bristles also appear in these posterior 
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segments. The ventral bristles are all strongly forked with a few coarse serrations 
on the inner side of the longer arm. The specimens are all less than 20 mm. in length, 
the same size as those from Ascension Island described by Monro, 1930. 

Distribution .—Circumtropical. 

Hermodice carunculata (Pallas) var. didymobranchiata (Baird). 

Fauvel, 1914, pp. 113-116, pi. viii, figs. 22-27, 31-32. 

Monro, 1930, p. 27. 

Records .—Six specimens found in a lobster pot in 8 fathoms close to the cliffs 
at Horsepasture Point. 

Notes .—Typical except that the serrations of the dorsal harpoon bristtas have 
largely disappeared in the preservative. 

Distribution .—Tropical West Africa, Ascension Island, St. Helena. 


Family Phyllodocidae. 

Phyllodoce macrophthalma Schmarda. 

Fauvel, 1923, p. 146, fig. 51 f-g. 

Records. —One specimen from the sponge Chondria pie hi a dredged off Jamestown 
in 20-25 fathoms, 30/6/45. 

Notes. —According to Fauvel this species may be a juvenile P. laminosa. 

Distribution. —Atlantic. 

Phyllodoce colmani, sp. nov. Type St. H. 14 b. 

Records. —One specimen dredged off Jamestown in 40 fathoms, 27/6/45. 

Diagnosis. —Prostomium ovoid to cordiform, eyes large, no sign of an occipital 
button. Body markedly elongated, dorsal cirri broadly lanceolate, ventral cirri 
pointed, twice as long as setigerous lobe. Broad intersegmental bars of black pigment 
between all body segments. 

Description .—It is with some hesitation that I describe this as a new species, 
since the single specimen had its pharynx retracted and dissection did not reveaL 
clearly what it was like. It is a markedly slender and elongated worm with a length of 
38 mm. and a breadth of 1 mm. and about 160 segments. The general colour is 
transparent white with broad intersegmental bars of black across the dorsum and 
patches on the dorsal cirrophores (fig. 2 b). The head (fig. 1 a) is ovoid to cordiform 
with four swollen antennae and two large black eyes. There is no sign of an occipital 

button. The tentacular cirri are four in number according to the formula 1 -p i -f~S ~ „ 

The first segment is not visible from below, the second segment is without bristles, has 
a long dorsal and a slightly compressed ventral cirrus, and the third segment has 
a long dorsal cirrus, a small bristle-bundle and a normal ventral cirrus similar to those 
of the body segments. 

The retracted pharynx extended back to the ninth setiger. All that can be said 
for certain about it is that the distal portion connected to the intestine is ridged, while 
the shorter, oral end is papillose. The parapodia (fig. 2 c), have oval, lanceolate 
dorsal cirri, which increase in length posteriorly. The setae arise from a bilobed 
process of which the anterior lobe is slightly longer. The ventral cirri are attached 
only at the base of the setigerous lobe, are pointed and double the length of the- 
setigerous lobe. The bristles (fig. 2 d) are normal, heterogomph spinigers ; the shafts 
are straight and the swollen tips are minutely spinulose. The apices, which are 
slightly recurved, are attached by narrow necks and expand to form blades equal ia 
width to the heads of the shafts and then taper evenly to long fine tips. 

Distribution .—St. Helena. 
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Phyllodoce mucosa Oersted. 

Fauvel, 1923, p. 162, fig. 154 

Records .—Two specimens from the sponge Chondria plebia dredged off Jamestown 
in 20-25 fathoms, 30/6/45. One specimen dredged off Jamestown in 40 fathoms. 
Notes .—Bristles on third segment doubtful; very close to P. madeirensis. 
Distribution .—North Atlantic, Adriatic ?, St. Helena. 


Family Syllidae. 

SyUis prolifera Krohn. 

Fauvel, 1923, p. 261, fig. 97 a^-g. 

Records. —Four specimens from the middle third of the intertidal zone among algae, 
West Rocks, Jamestown Bay, 28/5/45. One specimen from low water mark among 
algae, Jamestown Steps, 30/5/45. Two specimens from a boat’s bottom (two months 
water), Jamestown Bay, 23/6/45. 

Notes .—From the records it would appear that this species can reach adult size 
in two months. The bristles are long, with bidentate apices and a simple acicular 
bristle occurs in the last few segments. The dorsal cirri have about 25 articulations. 
‘The pharynx is short. One of the specimens collected 30/5/45 is developing a sexual 
bud. 

Distribution. —Atlantic, Mediterranean. 

Syllis variegata Grube. 

Fauvel, 1923, p. 262, fig. 97 h-n. 

Records. —Two specimens from the lowest third of the intertidal zone among algae. 
West Rocks, Jamestown Bay, 28/5/45. One specimen from the Mooring Buoy, 
Jamestown (12 months in water), 4/7/45. 

Notes. —The two species 8. prolifera and 8. variegata are very closely related, the 
main distinguishing features being a longer pharynx, a more anterior tooth and longer 
dorsal cirri in S. variegata. Possibly the one is no more than a variety of the other. 
The specimens from the West Rocks, Jamestown Bay and from the Mooring Buoy 
Are curious in having sinuous pharynx but are otherwise similar to 8. variegata. The 
specimens dredged from the Lighter Moorings have two narrow black bars across each 
•of the anterior segments. 

Distribution. —Universal in tropical and temperate waters. 

Syllis gracilis Grube. 

Fauvel, 1923, p. 259, fig. 96 f-i. 

Records. —One specimen from dredgings at the Lighter Moorings, 10 fathoms, 
Jamestown Bay, 23/6/45. One specimen from the sponge Chondria plebia dredged 
in 20-25 fathoms, Jamestown Bay, 30/6/45. 

Notes. —Typical. 

Distribution. —Circummundan. 

Syllis elongata, sp. nov. 

Records. —Two specimens from dredgings in 12-20 fathoms off Sugar Loaf Hill, 
•5/6/45. One specimen from a boat’s bottom in Jamestown Bay which had been 
two months in the water, 23/6/45. One specimen from the lower half of the intertidal 
.zone at the Dockyard, Crown Point, 11/6/45. 

Diagnosis. —Long and slender with elongated segments. Dorsal cirri uniformly 
slender, not tapering, with 15 to 25 articulations. Bristles strongly bidentate, second 
tooth larger than the apical one. Dorsum and cirri speckled with black. 

Description. —These are very slender, elongated worms with the middle segments 
as long as they are broad. The anterior segments are the same length, but here the 
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body is swollen by the pharynx and proventriculus. The posterior region is also 
swollen by sexual products so that the length of the segments is most marked in the 
middle of the body. The general colour is pale in spirit and transparent in glycerine, 
but the dorsal cirri and the backs of some of the middle segments are sparsely speckled 
with black pigment. In a younger individual of 4 mm. this pigmentation is lacking. 



Fig. 3 .—Syllis elongatci, sp. n. 

a, head ; b, middle segment; e, parapodium ; d, normal bristle ; e, bristle of third segment; 

/, posterior simple bristle. 


The head (fig. 3 a) is broader than long and the palps are bent ventrally but not fused. 
There are four eye-spots, the median tentacle has about 25 rather indistinct articula¬ 
tions, and the shorter laterals about 15 ; none pigmented. The tentacular cirri are 
similar to the tentacles. The pharynxis very short, extending only to the fourth setiger 
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and has a single anterior tooth and is very pale brown in colour. The proventriculus is* 
barrel-shaped, extends to the ninth setiger and there are lateral caeca behind it. The* 
dorsal cirri of the first setiger arise well above the setigerous lobes and even dorsal to^ 
the tentacular cirri. The body segments (fig. 3 b) are rounded and in the middle of the 
body they are as long as they are broad, with the parapodia forming blunt conical 
projections on either side of the posterior half of the segment. The dorsal cirri (fig. 3 c) 
arise well above the origin of the setigerous lobes ; their length is equal to the width of 
the body, they are slender and untapered and have about 15 to 25 rather indistinct 
articulations often speckled with black. In the larger individuals they are often coiled 
like pigs' tails. The ventral cirri are cylindrical and longer than the conical setigerous 
lobes, which have bundles of 10-12 compound bristles. The bristle shafts have 
slightly swollen ends and bidentate blades with the second tooth slightly longer than 
the apical one (fig. 3 d). There are also two acicula with obliquely truncate tips in each 
parapodium. The bristles do not vary greatly in length along the body ; in the 
anterior segments all the bristles have longer and finer blades (fig. 3e), but within 
a single bundle there is not the sharp distinction into long and short blades which 
characterizes the subgenus Ehlersia. In the posterior segments the ends of the 
bristle-shafts are broadened and serrated along the longer margin, and one or two fine 
simple bristles may occasionally be seen (fig. 3/). 

Distribution. —St. Helena. 

Syllis ? 

Records. —One specimen from the lower half of the intertidal zone at the Dock¬ 
yard, Crown Point, 11/6/45. 

Notes. —The head, pharynx, and bidentate bristles are similar to those of R. rarie- 
gat a. but in the middle region of the body the short dorsal cirri of alternate segments 
are swollen to an oval shape. I have found no account in the literature which fits this 
peculiar form, but hesitate to describe it as a new species on the basis of a single small 
specimen. 

Distribution .—St. Helena. 

* 

Ophisthosyllis brunnea Langerhans. 

Langerhans, 1879, p. 541, fig. 7. 

Augener, 1918, p. 274, text-fig. xxv. 

O. mtchalis Verril, Monro, 1933, p. 255, text-fig. 7. 

Records. —One specimen from the upper half of the intertidal zone at the Dock¬ 
yard, Crown Point, 11 6/45. One specimen from a boat’s bottom which had been two- 
months in the water, 23/6/45. One specimen from the lower half of the intertidal 
zone at the Dockyard, Crown Point, 11/6/45. 

Notes .—I have been unable to obtain copies of either Langerhans* or Verril’s 
original papers, but these specimens from St. Helena agree with the descriptions of 
both Monro and Augener except in regard to coloration and length of pharynx. The 
head, dorsal cirri and bristles are identical in both descriptions, but whereas Augener 
describes the surface colour as pale rust yellow to rust brown, Monro*s specimens were 
colourless except for the brown pharynx. The specimens from St. Helena are pale 
brown on the dorsal surface of the anterior segments, but in the posterior part of the 
body the pigment is concentrated into an intersegmental spot, and the pharynx is very 
pale. In Augener's specimens from West Africa the pharynx extends to the 11th and 
the proventriculus to the 17th setiger ; in Monro’s specimens from Florida the com¬ 
parable figures are 9 and 18, while in this material from St. Helena the figures are 
15 and 24. However, since the proportions are roughly similar, I do not feel that the 
exact number of segments merits specific distinction, and agree with Monro that 
Verril’s species is no more than a colourless form of O. brunnea , which thus has a wide* 
distribution over the tropical and subtropical Atlantic including the Annobon Isl ands ,. 
Madeira, Bermuda, Florida, the West Indies and St. Helena. 
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Odontosyllis polycera (Schmarda). 

Augemer, 1918, p. 283, pi. v, fig. 97. 

Monro, 1933 «, p. 36, text-fig. 1.7. 

Records .—One specimen from the sponge Chondriaplebia dredged in 20-25 fathoms 
•off Jamestown, 30/6/45. 

Notes. —The single specimen was only 5 mm. long and probably immature. It is 
completely colourless. However, the armature of the pharynx, the 40 rows of points 
•on the proventriculus, the shape of the parapodia and the setae with swollen ends to 
the shafts and strongly bidentate blades agree perfectly with Monro’s figures. On the 
other hand, the antennae are slightly longer and thicker and the dorsal cirri occasion¬ 
ally show evidence of articulations. Augener, 1918, describes the second tooth of the 
bristles as being half-way along the blades ; in the St, Helenian material this second 
tooth is nearer the tip but still well separated from it, as shown by Monro’s figure 15/. 
O. polycera is closely related to 0. fitly urans Clapar&de, differing in the size of the 
tentacles and the eyes ; the occipital gibbosity is also larger and pigmented in O. 
polycera. The specimen from St. Helena is somewhat intermediate in these respects. 

Distribution.—Vfinnxna and the subtropics of the southern hemisphere including 
New Zealand, Australia, South Africa, St. Helena. 

Eusllis, sp. 

Records .— Two specimens dredged off Jamestown in 40 fathoms, 27,6,45. 

A T o^.--Both are anterior fragments, the larger 4 mm. in length with a breadth of 
0-3 mm. and the smaller 3 mm. with a breadth of 0-4 mm. They are colourless except 
for incomplete transverse brown bars across the dorsal surfaces of the anterior 
segments ; these markings consist of short streaks extending from the bases of the 
dorsal cirri towards flu* centre and a wider bar across the posterior margin of each 

segment which may be represented as _" . The prostomium is oval and broader 

than long, there are four eyes set in a rectangle with the posterior pair half the size of 
the anterior. The antennae are not articulated, the median being double the length of 
the laterals, which are ecpial to. or slightly longer than the breadth of the prostomium. 
The palps are united only at the base. The body is rounded in section and the anterior 
region is slightly' tapered. The dorsal cirri which are not articulated are slightly 
swollen at the base and then taper markedly towards the tip. The dorsal cirri of the 
first segments are equal in length to the width of the body, but later ones decrease to 
two-thirds the body width or about twice the length of the parapodia. The ventral 
•cirri are broadly conical and slightly shorter than the setigerous lobes. Each bristle 
bundle contains about 15 compound, unidentate bristles, two or three of the superior 
ones having very long narrow blades. The pharynx, which extends to the fifth setiger, 
has a single anterior tooth and a doubtfully denticulate edge ; the proventriculus 
•extends from the 6th to the 12th setiger and has about 50 rows of points. 

I know of no species which fits this description ; there are many similarities with 
E. assimilis Marenzeller, but the bristles of the latter are bidentate, whereas the 
8. Helenian specimens have obviously' unidentate ones. I am, however, very dubious 
about creating a new species on the basis of two fragmentary specimens. 

Pionosyllls longicirrata Saint Joseph. 

Fauvel, 1923, p. 288, fig. 110 h-l. 

Records .—One specimen from algal felt in a rock pool at Banks, 14/6/45. Two 
.specimens dredged off Jamestown in 40 fathoms, 27/6/45. 

Notes .—Typical except that the palps are almost separate. 

Distribution .—Atlantic, Mediterranean. 

Exogone verugera (Claparfcde). 

Fauvel, 1923, p. 307, fig. 117 m-r. 

Records .—Two specimens dredged off Sugar Loaf Hill in 12-20 fathoms, 5/6/45. 
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Notes. —One specimen is a female carrying developing young attached to her 
parapodia by their posterior ends. The tentacles are difficult to see but appear to be 
short and all of equal length. There are small dorsal cirri on all segments and the 
ventral cirri are slightly shorter than the setigerous lobes. Most of the bristles have 
short unidentate blades which are often absent, but each bristle bundle also contains 
a single compound bristle with a long bayonet-shaped blade and a simple bristle with 
an obliquely truncate tip. 

Distribution. —Madeira, Mediterranean, Australia. 

Eiogone heterosetosa McIntosh. 

E. davator Ehlers, 1913, p. 485, pi. 33, figs. 1-6. 

E. heterochaeta Augener, 1918, p. 297 (with synonymy). 

Records. —Six specimens dredged off Banks Point in 10 fathoms, 5/6/45. 

Notes. —These 6 specimens are very similar to E. verugera reoorded above, but 
the median club-shaped tentacle is longer than the prostomium and the laterals are 
rudimentary. The prostomium itself is twice as broad as it is long, and the palps 
are fused throughout their length though a median groove remains visible. There 
are two pairs of eyes, which are sometimes coalescent, and a single pair of ovoid 
tentacular cirri. The pharynx, which has a single large anterior tooth, extends to 
the 4th setiger and the proventriculus extends on to the 9th setiger with 20 rows of 
points. The parapodia are very similar throughout; on all segments including the 
second there is an ovoid dorsal cirrus shorter than the setigerous lobe and all the conical 
ventral cirri are of equal length. Each bristle bundle contains three sorts of bristles; 
3-4 compound bristles with short, probably unidentate blades, one compound bristle 
with a long sword-like blade and one simple bristle which is stout and obliquely 
truncate. In the posterior segments all the compound bristles have shafts with 
swollen heads. This species, which was first described rather inadequately by 
McIntosh in the Challenger Reports is, in the opinion of Augener, 1918, the same as 
that described and beautifully figured by Ehlers, 1913, as E. davator in the Deutches 
Siidpolar Expedition Reports. While I am somewhat doubtful of this synonymy 
I must accept it as I have not seen the types.' The St. Helena material certainly 
agrees with Ehler’s description, but E. heterosetosa , E. hebes and E. verugera are all 
closely allied. 

Distribution .—Subtropical and temperate areas of the southern hemisphere 
including South America, South-West Australia, South Africa and St. Helena. 

Autolytus pictus (Ehlers). 

Fauvel, 1923, p. 315, fig. 121 a-/. 

Records .—One specimen from among algae in the lowest third of the intertidal 
zone, West Rocks, Jamestown Bay, 28/5/45. Three specimens dredged from 10 
fathoms, Lighter Moorings, Jamestown Bay, 28/5/45. 

Notes. —-The form and setae are typical, but all colour is lacking. 

Distribution .—Atlantic, Mediterranean. 


Myrianlda pinngera (Montagu). 

Fauvel, 1923, p. 322, fig. 124 a-h. 

Records .—One specimen dredged from 10 fathoms, Lighter Moorings, Jamestown 
Bay, 23/6/45. 

Notes .—The colour is uniformly pale, the dorsal cirri are long but not markedly 
foliaceous, possibly due to shrinkage on fixing. 

Distribution .—North Atlantic, Mediterranean. 
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Family Nereidae. 

Nereis nanciae, sp. nov. Type St. H. 3 a. 

Records. —-Numerous specimens from practically every collection station from 
upper part of the intertidal zone at the Dockyard, Crown Point, down to 40 fathoms 
off Jamestown. 

Diagnosis. —All groups of paragnaths present; group VI is a transverse row of 
4-6 points ; anterior parapodia with five lobes, posterior ones with four and con¬ 
taining a single stout yellow hook formed by the incomplete fusion of shaft and blade. 

Description. —These are small nereids with a maximum length of 20 mm. and a 
breadth of 2*5 mm. The general colour is pale brown with darker markings on the 
prostomium and with or without a colour pattern on the anterior half of the body. 
When the coloration is well developed (fig. 4a), there is a dark prostomium with 
a pale area in the shape of an inverted T extending forward from between the posterior 
pair of eyes. On each of the anterior segments there are two transverse bars of brown 
pigment, one along the anterior and one along the posterior margin. Each bar has 
a gap in the mid-dorsal line, but there is a short bar across the middle of the segment 
so that the whole may be represented as “ - ~ or a sort of flattened X. 

The prostomium is roughly spade-shaped with four well-developed eyes. The 
peristomium is swollen and lias the length of two body segments. The large palpo- 
phores are compressed and bent ventrally so that the button-like palpi are almost 
invisible from above ; the finger-shaped antennae reach just beyond the ends of the 
palpophores. The tenacles are long and rather fragile ; the longest extends back to 
about the 5th or 6th setiger. The jaws are strong, brown, and have five teeth; all 
groups of paragnaths are present as conical points, which places this species in the 
subgenus Neanthes . Group I consists of two points one behind the other ; II is an 
oblique narrow double row of about 24 small points set close together ; III is a scattered 
oval patch of about 15 points ; IV is similar to II but the double row is bent at an 
angle and the paragnaths at the base of the jaws have transversely elongated bases ; 
V is a single point; VI, which is supported on a prominent pad, consists of a trans¬ 
verse row of four to six points, while VII and VIII form an irregular double row of 
points of about the same size. 

The anterior parapodia (fig. 5 d) have five lobes and well-developed dorsal and ven¬ 
tral cirri. The dorsal lobe is slightly longer than the rest. The dorsal bristle-bundle 
consists of about 12 homogomph spinigers with short tapered blades. The ventral 
bristles are in two groups, the superior group consisting of about six homogomph 
spinigers similar to those of the dorsal bundle and two stout heterogomph falcigers ; 
the inferior group consist of a single heterogomph spiniger and about ten heterogomph 
falcigers (fig. 4/) similar in shape to the superior ones but smaller. The parapodia of 
the middle segments are very similar to the anterior ones, the main difference being 
that the dorsal setigerous lobe is reduced and the blades of the superior heterogomph 
falcigers tend to become soldered on to the shafts. In the posterior parapodia these 
characters are accentuated. The dorsal setigerous lobe is lost so that the foot is 
reduced from five lobes to four (fig. 4e). The blade of the single remaining superior 
heterogomph falciger is firmly fused to the shaft to form a stout yellow hook in which 
the breakage plane is still visible (fig. 4 g). Here, also, the dorsal lobe of the foot 
becomes expanded and pigmented at the base and has a conical apex. The dorsal 
cirrus is reduced but is still longer than the dorsal lobe. The dorsal bristle-bundle 
has ilow only six homogomph spinigers ; the superior ventral group consists of three 
homogomph spinigers and the yellow hook, while the inferior ventral group is reduced 
to two heterogomph spinigers and three heterogomph falcigers with guards and 
short blades (fig. 4 h). 
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Family Glyceridae. 

Glycera lapidum Quatrefages. 

Fauvel, 1923, fig, 151 f-m . 

Records. —On© specimen from the sponge Chondria plebia dredged from 20-25 
fathoms off Jamestown, 30/6/45. Four specimens dredged in 10 fathoms off Banks 
Point, 5/6/45. 

Notes .—Papillae on the pharynx typical. The anterior dorsal lobe of the para- 
podium is so small as to be easily overlooked and the posterior lobe is doubtful; if 
present, it is rounded and very small. The ventral cirrus is well marked and pointed. 

Distribution. —Atlantic, Mediterranean. 


Family Eunicidae. 

Eunice gracilis (Orossland). 

Nicidion gracilis Cropland, 1904, p. 327, figs. 05 and 00, pi. 22, figs. 10 and 11. 

Fauvel, 1932, p. 140, text-fig. 20 (with synonymy). 

Records .—Two specimens from the sponge Chondria plebia dredged off Jamestown 
in 20-25 fathoms, 30/6/45. One specimen from algal felt in a rock pool at Banks, 
14/6/45. 

Notes .—The material, which consists of two small but complete specimens measuring 
9 and 18 mm. and an anterior fragment of 22 mm.,was particularly difficult to identify. 
The two smaller specimens had no tentacular cirri or obvious gills and were at first 
thought to belong to Filler’s genus Paramarphysa, and it is to be noted that Augener has 
recorded a 7 mm. specimen of P. longula from the island of Annobon which is relatively 
close. On examination, the larger fragment was found to agree with the smaller 
specimens in every respect except that it possessed a pair of tentacular cirri and thus 
belonged to the genus Nicidion. It seemed reasonable to conclude that tentacular 
cirri develop at a relatively late stage and that all the specimens were in fact some 
species of Nicidion. Finally, a close examination of the two small specimens revealed 
the presence of gills as single filaments on the last two segments ; these structures 
were of course missing from the larger fragmentary specimen. The presence of botli 
gills and tentacular cirri placed the material in the common genus Eunice , two 
species of which, E. siciliensis and E. gracilis , have gills as single filaments in the 
posterior segments. As shown by Fauvel, 1932, the distinguishing character is the 
presence of comb setae and articular bristles in E. gracilis. The characters of the 
St. Helena material may now be briefly summarized as follows : palps fused leaving 
only a small anterior notch, two eyes, five club-shaped, non-articulated tentacles 
reaching the 2nd setiger, tentacular cirri appearing relatively late. The great dental 
plates have six sharp teeth and the anterior curved plates about eight; the jaw 
supports are long and slender. Crossland’s large specimens from tropical East Africa 
had blunt teeth, but this is probably due to age. Dorsal and ventral cirri are present 
on all parapodia which also have long setigerous lobes reinforced by a projecting 
acieulum which is yellow in the anterior segments, but becomes black in the posterior 
ones. The upper bristle-bundle consists of narrow bladed capillaries and comb setae 
with about ten teeth : the lower bundle consists of a few' strongly bidentate falcigers 
and black, bidentate acicular bristles with guards which appear at about 20th foot. 
Only in the last two segments of these small individuals were gills found as single 
filaments. 

I have given a full description of these small worms as it is probable that the 
absence of tentacular cirri and the apparent absence of gills has caused confusion in the 
past and it is possible that the 7 mm. specimen recorded as Paramarphysa longnla by 
Augener from West Africa may be a juvenile E. gracilis. 

Distribution .—Indopacific, West Africa ?. 

JOtfBN. LINN. SOC,—ZOOLOGY, VOL. XLL 


31 



448 


J. H. DAY : ON THE POLYCHAETA COLLECTED 


Staurocephalus rubrovittatus Grube. 

Fauvel, 1923, p. 445, fig. 177 a-l. 

Records. —One specimen from the sponge Chondria plebia dredged in 20-25 fathoms 
off Jamestown, 30/6/45. One specimen from algal felt in a rock pool at Banks, 14/6/45. 

Notes. —Typical. 

Distribution. —Atlantic, Mediterranean, Angola. 

Lumbriconereis coccinea Renieri. 

Fauvel, 1923, p. 432, fig. 172 g-n. 

Records .—20 specimens from dredgings in 10 fathoms at the Lighter Moorings, 
Jamestown Bay, 23/6/45. Four specimens from the sponge Chondria plebia dredged in 
20-25 fathoms off Jamestown, 30/6/45. 13 specimens from algal, felt in a rock pool at 
Banks, 14/6/45. Two specimens dredged in 10 fathoms off Ladder Hill, 25/6/45. One 
specimen dredged in 15 fathoms in Prosperous Bay, 11/6/45. 

Notes. —This species seems to be common both in the intertidal zone and below. 
The bristles are typical and there are two teeth on Mx. Ill, but the prostomium is 
more oval than spherical. 

Distribution. —Atlantic and Mediterranean. 


Family Spionidae. 

Prinonospio malmgreni Claparfede. 

Fauvel, 1927, p. 61, fig. 21 a-e. 

? P. capewns McIntosh, 1885, p. 381, pi. 45, fig. 7, pi. 24a, figs. 7 and 8. 

Records .—Four specimens dredged in 10 fathoms off Ladder Hill, 25/6/45. One 
specimen dredged in 15 fathoms, Prosperous Bay, 11/6/45. Nine specimens dredged 
in 10 fathoms off Banks Point, 5/6/45. 

Notes .—The characters are typical. On ttye 10th to 14th setigers, there is a single 
stout acicular bristle projecting from the bottom of the ventral bristle-bundle ; hooks 
appear in the ventral ramus of the 14th setiger. Although McIntosh's description of 
P. capensis is incomplete it appears to have the same arrangement of gills and probably 
refers to this species. 

Distribution .—Atlantic, Mediterranean. 


Family Cirratulidae. 

Audouinia punctata (Grube). 

Cirrattdus pumfatus Augener, 1918, p. 465.; Monro, 1933, p. 264. 

Records. —25 specimens from algal felt in a rock pool at Banks, 14/6/45. 

Notes. —Body colour chocolate-brown to yellow flecked with black pigment. 
Prostomium rounded, gills from the first setiger, tentacles on the 4th to 5th. In the 
anterior part of the body the gills are nearer the dorsal ramus than the distance which 
separates the rami, in the mid-region the distances are equal. There are three hooks 
in the ventral ramus from about the 12th setiger and two in the dorsal ramus from 
about the 20th. Capillaries occur in both rami of all segments. It is surprising that 
both Monro and Augener retain this species in the genus Cirratulus. In all the specimens 
which I have seen, both from South Africa and St. Helena, the gills start well in 
advance of the tentacles which is the distinguishing feature of Audouinia. 

Distribution. —Tropical Indian Ocean, tropical west coast of Africa, St. Helena. 
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Family Opheliidae. 

Armandia intermedia Fauvel. 

Augener, 1918, p. 424* 

Records.—One specimen dredged off Ladder Hill in 10 fathoms, 25/6/45. One speci¬ 
men dredged off Banks Point, 10 fathoms, 5/6/45. 

Notes. —There are 29 setigers in all, of which the last four are narrowed and 
without branchiae. The head is similar to that of .4. polyophthalmu , forming an 
elongated cone terminating in a digitiform palpode. There are three subcutaneous 
eyes situated on the dorsal and ventrolateral sides of the brain. The nuchal organs 
are large and evaginable ; gills start on the 2nd setiger and arc present on all succeeding 
ones except the last four. There are 11 to 12 pairs of eye-spots from the 7th setiger. 
The bristles are in two bundles, the longer dorsal ones arising from the front of the 
dorsal cirrus and the shorter, posteroventral ones from a knob-like setigerous lobe. 
The anal tube has no median ventral cirrus at its base, it is obliquely truncate so that 
it opens somewhat vent rally, and there is a fringe of 10 to 12 cirriform processes around 
its margin. 

Distribution .—Tropical West Africa. 

Polyophthalmus pictus (Dujardin). 

Fauvel, 1927, p. 137, fig. 48 /-n, 

Rt cords .—Two specimens from among algae in the lowest third of the intertidal 
zone, West Rocks, Jamestown Bay, 28,5/45. One specimen from algal felt in a rock 
pool at Banks, 14/6,45. Two specimens from algal felt just below mean sea-level, 
Jamestown Steps, 30 5 45. 14 specimens dredged from 10 fathoms off Banks Point, 

5/6/45. 

Notes. —Form and coloration typical. Although there is considerable variation 
in size, all the specimens are smaller than the average. 

Distribution. —Atlantic, Mediterranean, Red Sea, Indian Ocean, Pacific Ocean. 


Family Oapitellidae. 

Dasybranchus caducus Grube. 

Fauvel, 1927, p. 14S, fig. 32 a-h. 

Records .—One specimen from algal felt in a rock pool at Banks, 14/6/45. 

Notes .—This specimen is doubtfully assigned to D. caducus since no gills were seen, 
but D. caducus has retractile gills and agrees in all other respects. The St. Helenian 
specimen is 50 mm. long, which is rather smaller than the average for this species, but 
is still considerably larger than most of the Polychaets from the island. 

Distrib ution .—Cosm oj )olit an. 


Family Sabellariidae. 

Sabelariid tubes. 

Records .—Tube fragments from the dredgings in 12-20 fathoms off Sugar Loaf, 
5/6/45, and from 40 fathoms off Jamestown, 27/6/45. Four broken tubes dredged 
from 15 fathoms, Prosperous Bay, 11/6/45. 

Notes .—All the tubes are broken and empty. They are constructed of pebbles of 
volcanic material and appear to have been attached along their whole length and not 
in the form of colonial masses. This is what is usually found in the genus Idanthyrsus 
a species which, /. pennatus has been recorded by Monro, 1930, from Ascension Island. 
The bore of the tubes is about 10 mm. indicating that the worms were of normal size 
and not dwarfs like the rest of the Polychaet fauna of St. Helena. 


31 * 
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Family Terebellidae. 

Terebellid tubes. 

Records. —Broken tubes were dredged from the following stations : 10 fathoms off 
Ladder Hill, 12-20 fathoms off Sugar Loaf, 40 fathoms off Jamestown. 

Notes. —All the tubes are empty and of normal size ; there is nothing to show to 
what genus they belonged. 


Family Sabellidae. 

Branchiomma vesiculosum (Montagu) ?. 

Fauvel, 1927, p. 315, fig. 109 u-q. 

Records. —One juvenile specimen dredged off Jamestown in 40 fathoms, 27/6/45. 
Notes. —This juvenile specimen is 3 mm. long ; it has spatulate dorsal bristles in 
the thorax and is either B. vesiculosum or possibly B. qitadrioculatum. 


Family Serpulidae. 

Serpula vermicularis Linnaeus. 

Fauvel, 1927, p. 351, fig. 120 a-q f 

Records. —One live specimen and some empty tubes dredged from 40 fathoms off 
Jamestown, 27/6/45. Two specimens on the carapace of the crayfish Scyllarus lotus 
trawled in 38 fathoms off Jamestown, 19/6/45. 

Notes. —The specimens are all small and the tubes are partly curled, circular in 
cross-section or with only a faint median ridge. The operculum is radially sym¬ 
metrical and its edge has numerous projections. They have therefore been assigned 
to the common S. vermicularis , and not to the closely related S. conchorum , whose 
tube is rectangular in section. 

Distribution .—Atlantic, Mediterranean, Red Sea. 

Spirorbis sp. 

Records .—-Empty tubes on shells from the lower half of the intertidal zone, Dock¬ 
yard, Crown Point, 11/6/45. Empty tubes also found on stones dredged from the 
following stations : 12-20 fathoms off Sugar Loaf, 5/6/45 ; 40 fathoms off Jamestown, 
27/6/45. 

Notes. —It was surprising to find so many complete yet empty tubes ; possibly the 
species is a seasonal one. The tubes were all coiled clockwise from origin to mouth 
and have two marked ridges along their length. 


III. SUMMARY, 

The collection of Polycliaeta obtained by Mr. Colraan from St. Helena is described. 
There are thirty species and the empty tubes of three more. Four species are new. 
All the specimens are very small except Hermodice carunculata. The Polychaet fauna 
of St. Helena has affinities with the fauna of warm or tropical North Atlantic and 
Mediterranean ; it has little connection with the fauna of tropical West Africa and 
none at all with South Africa. 
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1. Introduction. 

The only existing work on the chondrocranium of Gyninurchus is that of Assheton 
(1907). This forms part of his paper on the development of various organs of 
Gymnarchm miotic uh. He described five stages—5, 8, 9, 11 and 43 days old, but 
liis description is very meagre and does not include any definite information regarding 
the relations of the nerves, veins and arteries to the various cartilages. Norman 
(1920) mentioned Gymnarcku* in his paper where he compares the chondrocranium 
of various Teieostoi, but his information, too, is very scanty and does not add much 
to existing knowledge. Holmgren (1943) described the orbital capsule, containing 
the eye and the eye-muscles, of Gymnarchv *, in connection with other Teleostci. 
Nothing is known, however, about the development of the bony skull of this fish. 
The adult skull has been described by a few' workers—Erdle (1847), Hyrtl (1850), 
Ride wood (1904) and Gregory (1933). 

The present study is based on the examination of two stages in the collection of 
the Department of Embryology, University College, London, and is mainly on the 
15th day larval stage. 

This work w'as done in that Department under Professor G. R. de Beer, F.R.S. 
I owe a great debt of gratitude to him for his continuous guidance, help and 
encouragement, which alone made it possible for me to do this work. ] wish to 
thank Miss E. R. Turlington for her help in the preparation of the drawings from my 
sketches and reconstructions, Dr. E. Palmer for her assistance in the translation of 
German texts, and Dr. P. Ford for his friendly help. 

2. Description. 

The chondrocranium of a 15-day larva of Gymnarchus is quite well developed. In 
some places perichondral ossifications have started. Only in a few areas has the 




















CHONDROCRANIUM OF GYMNARCHFS K1LOT1CUS 


453 


cartilage been replaced to some extent ; in other places the original boundaries of the 
cartilage are not affected. Most of the membrane-bones are also ossifying. 

(a) The base, of the. Chondrocranium. 

The base of the chondroeranium (tig. 2) consists of a broad parachordal plate (ppl) 
fused to the posterior ends of the trabeculae (fr), which are themselves quite broad and 
widely separated by a very large hypophyseal fenestra (hf). Anteriorly to this 
fenestra the two trabeculae are joined into a relatively narrow trabecula communis 
(tcom). Xo interorbital septum is developed ; the brain extends well over the 
trabecula communis. The skull of larval Gymnarchns is, therefore, platytrabic. On 
the other hand, the adult skull is tropitrabic and an extensive bony interorbital 
septum is then present (Hyrtl, 1856 ; Ridewood, 1904). No pro-otic bridge is 
present, hence there is no demarcation between the hypophyseal fenestra and the 
basicranial fenestra. The place when* the trabeculae* fuse with the paraehordals is 
not 7-ecognizablo and there is no appreciable difference of level between the two in 
in this region. The hypophyseal fenestra is ventrally completely covered by the 
parasplieuoid bone (tigs. 8 to 13, psb). The internal carotid arteries do not enter the 
hypophyseal fenestra directly, but have their separate foramina (icf ) on each side of 
the ffiuMra, separated from it by a stretch of cartilage. 

Tin* notochord does not extend for the whole length of the parachordal plate, but 
ends hallway along it In the greater part of the length of this chordal portion the 
plate* i,s divided into two separate paraehordals, no bridge of cartilage extends, either 
above or below the notochord, from one parachordal to the other. A short distance 
behind its anterior end, the notochord during its forward course gradually sinks 
below the level of the paraehordals, which accordingly begin to fuse with one another 
over tin* notochord. The anterior tip of the notochord lies ventrally to the fused 
chordal plate and quite separate from it. The size of the notochord in this region of 
the* head, except in the occipital area, is very insignificant. 

The median zones of the separate paraehordals and of the fused plate lie for their 
entire* length in the same plane. Their lateral areas at first lie in almost the same 
plane a- the middle zone, but gradually tiny rise above it obliquely, thus the prechordal 
portion of the plate on the whole assumes the shape of a very broad and shallow 
trough (fig. 18), while in the chordal region the upward inclination of the lateral 
region^ of the paraehordals becomes more pronounced forming an angle with the 
flat median area, making tin* trough deep. 

The separate trabeculae are wedge-shaped (fig. 10), but the trabecula communis 
becomes thicker and has smooth dorsal and ventral surfaces (fig. 7). The trabeculae 
an* at the general level of the parachordal plate ; but the trabecula communis 
gradually rises up. 

(b) Tfo Occipital Key ion. 

From the posterior region of the paraehordals, behind the auditory capsules, 
arises a pair of occipital arches, separated by the notochord (fig. 1). Each arch fuses 
with the hind wall of the auditory capsule (or), leaving a large jugular foramen ( jf} 
for the exit of the vagus nerve and the posterior cerebral vein. A partial tectum 
postcrius, confluent anteriorly with the tectum synoticum, covers the anterior one- 
third part of the occipital arches. Behind the posterior edge of the tectum postcrius, 
and wedged betw een the free dorsal edges of the occipital arches, is a median superior 
occipital cartilage (fig. 1). It is compressed laterally and its dorsal part rises above 
the level of the posterior edge of the tectum posterius. 

Three pairs of nerves pass out between the skull and the elements of the first 
vertebra, which consist of a pair of basiventrals and a pair of basidorsals with their 
upper ends produced into spinal processes. All the three nerves of each side are mixed 
nerves since besides the ventral nerve roots they also have well formed dorsal roots 
and ganglia. The three ganglia are located laterally to the side wall of the occipital 
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arch, the first two are placed close together and the third one a little distance pos¬ 
teriorly. The dorsal and ventral nerve roots of the three nerves, coming from the 
central nervous system, pass over the slanting dorsal edge of the occipital arch. 
Thus, though they may be regarded as morphologically posterior or dorso-posterior 
to the occipital arch, topographically they are located within the territory of the 
occipital region. The disposition of these nerves in the stages here studied, therefore, 
gives no clue to their future relations, namely, whether they will emerge through the 
future definitive foramen magnum, and will thus occupy a position between the 
exoccipital bone and the first vertebra, or will get entrapped in the growing occipital 
side wall, and will thus gain an exit through foramina in the exoccipital bone. Neither 
is it certain that the elements of the first vertebra of this larval stage will constitute the 
future first free vertebra of the adult skull. 



Fig. J .—Qymnarchus nilottcus. Graphic roconstrifc tion of the rhondrocramum of a 1 o day 

larva, lateral a*p©f t. 

(c) The Auditory Region . 

The auditory capsule is large because the greatly inflated sac-like diverticulum 
of the air-bladder is included within the auditory cavity of the capsule. The auditory 
capsule is connected to the basal plate by means of a broad anterior basi-capsular 
commissure (fig. 2, ahc) while the posterior connection is established through a 
comparatively slender and narrow posterior basi-capsular commissure. Between 
these two commissures, the lateral edge of the basal plate, and the medial margin of 
the base of the auditory capsule, is a large basi-capsular fenestra ( hcf ). In the width 
of the anterior commissure there is an area from which cartilage has been secondarily 
removed. However, this does not create a foramen since the space is occupied by 
bony lamellae of the pro-otic bone, here developed only in the lower ventral peri¬ 
chondrium of the once present cartilage, which has disappeared together with its upper 
perichondrium (fig. 17, pob). 

The glossopharyngeal nerve comes out of the cavity of the auditory capsule 
immediately behind the posterior edge of the anterior commissure (fig. 2, gin). The 
peculiar position of the exit of this nerve is discussed below. 

The head of the hyomandibular cartilage fits in a groove on the ventral surface 
of the auditory capsule (fig. 16). Procartilage is present in abundance within the 
groove of the articulation, foreshadowing the future fusion of the hyomandibuia with 
the auditory capsule. A longitudinal ridge of cartilage hangs down ventraUy from 
the base of the capsule, between the posterior half of the hyomandibuia and the 
basi-capsular fenestra (fig. 18, vra). This ridge separates the head vein from the 
hyomandibular cartilage. 
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On the lateral wall of the auditory capsule there is a large vacuity (fig. 1, lav) in 
the space between the three semicircular canals. Medially to this vacuity and 
spreading over its whole expanse is an enormously distended sac-like diverticulum 
■of the air-bladder located within the auditory capsule. The vacuity is completely 



nc 


Fig. 2 .—Qymnarchus niloticus. Graphic reconstruction of the chondrocranium of a 15-day larva, 
ventral view. (Only that part of the pro-otic bone is shown which fills the space in the 
cartilage of the anterior basi-capsular commissure). 

covered by a delicate membrane. There is, therefore, no direct communication from 
the auditory cavity to the outside of the skull, neither is the lateral wall of the air- 
bladder diverticulum 4 exposed * in the real sense of the word. 

The positions of the anterior and posterior semicircular canals can be traced by 
the swellings on the external surface of the auditory capsule. Owing to the presence 
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of the lateral auditory vacuity the cartilage surrounding the horizontal semicircular 
canal forms a prominent horizontal rim which reflects the position of the canal. 
This rim is the exaggerated crista parotica of other forms. 

Inside the auditory capsule are three cartilaginous septa for the semicircular 
canals. The shortest of the three is the septum semicirculare anterius (figs. 14, 15, 
,$m)> which surrounds for a short distance the foremost portion of the anterior 
semicircular canal and practically the whole of its ampulla in the region anterior to 
where the ampulla joins the utriculus. The rest of this canal lies in a broad groove 
excavated in the thickness of the wall of the capsule (fig. 17). The septum semi¬ 
circulare laterale (fig. 18, ssl) extends along the whole length of the lateral semi¬ 
circular canal, from a point behind its ampulla to a point in the posterior region of 
the capsule where the canal turns in the medial direction to join the utriculus. The 
septum semicirculare posterius is formed underneath the posterior semicircular 
canal at the point where the canal rises up from the crus commune and comes near 
the wall of the capsule. This septum extends for almost the whole length of the 
canal, ending where the canal turns down to join its ampulla. The utriculus and the 
saceulus are comparatively small and do not come near the wall of the auditory capsule 
(fig. 18). 

The posterior half of the auditory region is roofed over by the tectum synoticum 
which, as already described, is continuous with the partially developed tectum 
posterius. A small ledge of cartilage projects latero-ventrally from the outer wall 
of the auditory capsule in the anterior region of the ampulla of the anterior canal. 
The dorsal cutaneous trunk of the facial nerve * passes out immediately behind this 
ledge. The supratemporal branch of the glossopharyngeal nerve after coming out 
through a foramen in the exoccipital bone turns dorsally and runs through a groove 
in the posterior aspect of the crista parotica. 


(d) The Orbitotemporal Region . 

An extensively developed orbital cartilage (fig. 1, oc) stretching from the auditory 
capsule to the ethmoid region, and fused with the lateral edges of the trabeculae and 
trabecula communis, furnishes the complete side wall of the chondrocranium in the* 
orbitotemporal region, save for the foramina for the exit of nerves and blood-vessels. 

The various regions of fusion of the orbital cartilage with other elements of the 
skull may now be considered. Posteriorly it is attached to the auditory capsule by 
means of a broad postorbital root ( por ), which forms the dorsal and dorso-posterior 
border of a large foramen—the pro-otic foramen (pof). Anteriorly the orbital 
cartilage is fused with the paraphysial cartilage, and with the lateral edge of the 
trabecula communis behind the olfactory foramen {of). The optic foramen is half¬ 
way along the orbital cartilage ( opf ), just above the lateral edge of the trabecula. 
Thus the ventral border of this foramen is bounded by the trabecula only. The 
portion of the orbital cartilage between the optic and the olfactory foramina is the 
pre-optic root (poroc). Between the optic and pro-otic foramina the fusion is brought 
about by the combined pila metoptica and pi la antotica secundaria ; the part in 
front of the oculomotor foramen represents the metoptic root (mor), and the portion 
between the foramen for the pituitary vein (pvf) and the pro-otic foramen is equivalent 
to the pila anotica secundaria (pas). The lateral wall extending from underneath 
the dorsal cutaneous trunk of the facial nerve to the posterior boundary of the pro- 
otic foramen, and partially covering the trigemino-facialis ganglionic complex, is the 
forward extension of the auditory capsule, lying anteriorly to the fusion of the septum 
semicirculare anterius with the wall of the capsule. The ventral border of the pro- 
otic foramen and the space leading from it latero-ventrally up to the anterior basi- 
capsular commissure is occupied by the pro-otic bone (figs. 13,14, 15, pob). Remains 

* This is an extra branch of the faciul nerve in Qymnarchtw and is described in the section 
dealing with nerves (p. 460). 
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of the cartilage in the outer side wall of the jugular canal indicate that a complete 
cartilaginous lateral commissure was present in an earlier stage. This will be referred 
to again in connection with the trigemino-facialis chamber. 

There are no posterior or anterior myodomes. All the eye-muscles arc collected 
into an orbital capsule (tigs. tt, 7, ocp) whose structure is essentially as described 
by Holmgren (1943) : Tin* eye-muscles are collected in an orbital capsule, which 
also encloses the eye. Outside the cornea the capsule merges into the chorium, 
which is much thickened in that part. The capsule has two conical expansions, of 
which the shorter, anterior, encloses the obliquus muscles, the longer, posterior, the 
rectus muscles. The former are inserted into the tip of the anterior cone, the latter 
in the posterior which extends into a slender tendon, which inserts into the lateral 
wall of the 1 brain-case below the posterior border of the foramen of the oculomotor 
nerve ”, and, “ The obliquus group is attached dorsally to the posterior border of the 
olfactory foramen 



Flo. —(itfinudicUus mlohcn, s. Graphic reconstruct am of the choiiflrocranium ol «i lo-duy 
larva, with tin* chief nerves and hlood \essels inserted The \ciitral branch of the dorsal 
cutaneous facialis nerve is omitted for the sake of clairtv. 

(e) Th< Triyewim-facialis Chamlx r. 

A well developed trigemino-facialis chamber is present, similar in structural 
details, with minor differences, to the advanced larval stage of Salmo (de Beer, 1927). 
As has already been pointed out, the region from the posterior border of the pro-otic 
foramen to the anterior basi-capsular commissure is ossified and occupied by the 
pro-otic bone. The chamber begins behind the dorsal cutaneous trunk of the facial 
nerve. The extraordinarily enlarged brain and the inclusion ol the enormously 
inflated diverticulum of the air-bladder within the auditory capsule, have brought 
about a lateral rotation in the position of the auditory capsule, resulting in a dis¬ 
placement of the hyomandibular articulation and of the position of the trigemino- 
facialis chamber from a latero-ventral position almost to the ventral surface of the 
skull. The chamber is divided by well developed bony lamellae (fig. 14) into two- 
parts—the pars ganglionaris (pg) lodging the trigeminal and facial ganglia and the 
pars jugularis (pj) housing the head vein (hdv). Thus these bony lamellae form the 
lateral wall of the pars ganglionaris and the medial wall of the pars jugularis. The 
medial wall of the pars ganglionaris is formed by the dura mater, and the lateral wall 
of the pars jugularis by the outer lamella of the pro-otic hone. 
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Some details regarding the chamber will be considered now. Just before entering 
the pars jugularis, the head vein running from front to back comes very close to, and 
is in actual contact with, the facial ganglion. It was not possible to establish the 
presence of any membrane separating the vein from the ganglion. Thus it seems that 
the anterior region of the chamber for a very short distance consists of the confluent 
pars ganglionaris and pars jugularis, and that in this region the head vein is lateral 
to the facial ganglion. Here the vein is surrounded laterally and ventrally by the 
pro-otic bone, and dorsally by the wall of the auditory capsule and the septum semi- 
eireulare anterius. Posteriorly to this confluent region of the chamber, the inner 
bony partition of the pro-otic bone is met with, separating the chamber into two 
parts as described above. Here bone is also formed in the perichondrium of the 
septum semicirculare anterius ; thus the pars jugularis forms a complete bony 
canal—the jugular canal—in the pro-otic bone through which the head vein runs 
(figs. 14, 15, jc). A little rostrally to the anterior basi-capsular commissure, this bony 
canal is pierced in its medial wall, which faces the facial ganglion, by a foramen inter¬ 
num to allow the n. hyoideus facialis (which is distinct and quite separate from 



Fig. 4.— Uumnarchus niloticus . (ltf-day larva), T.S. passing through the nasal sacs. 


the n. mandibularis facialis, there being no common truncus hyomandibularis as 
explained on p. 462 of this paper) to enter the jugular canal from the pars ganglionaris. 
The hyoidean nerve crosses the head vein ventrally and emerges through a foramen 
externum (fig. 16, feh) in the lateral wall of the jugular canal which faces the inner 
side of the hyomandibular cartilage. The foramen internum is a little anterior to 
the foramen externum, consequently the hyoidean nerve passes right across the 
width of the jugular canal slightly diagonally and, therefore, does not run along¬ 
side the head vein within the canal. This is in contrast to other teleosts in which, if 
there is a jugular canal, the common hyomandibular trunk after entering this canal, 
runs caudally alongside the head vein and passes out through the posterior opening 
of the canal together with the head vein ( Salmo , de Beer, 1927). Immediately 
opposite and medially to the foramen externum, the cartilaginous anterior basi- 
capsular commissure (fig. 16, abc) begins, in direct continuity with the bony inner 
lamina of the pro-otic which anteriorly separated the jugular canal from the pars 
ganglionaris. The foramen externum is not small like the foramen internum but is 
extended longitudinally so that the outer side wall of the jugular canal running 
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parallel to the anterior basi-capsular commissure is open for a considerable distance 
posterior to the exit of the hyoidean nerve. But when that region of the commissure 
is reached where a central area of the cartilage has been eroded, and which consequently 
consists of only thin perichondral bony lamellae, the side wall appears again (fig. 17). 
The re-formed bony jugular canal runs posteriorly and opens near the 2 >osterior edge 
of the anterior basi-capsular commissure, anteriorly to the extra-cranial ganglionic 
swelling of the 9th nerve. The bony lamella of the side wall of the canal facing the 
hyomandibular cartilage does not, however, stop at the j>osterior opening of the 
canal, but extends a short distance caudally until the ventral ridge of cartilage 
(tvr, fig. 18), hanging down from the base of the auditory capsule, is reached. It is 
evident from this description that the posterior opening of the jugular canal, at the 
loth day stage, is not a circular aperture but is rather ill-defined in outline. The 
space between the above-mentioned bony extension of the side wall of the jugular 
canal posterior to its opening and the hyomandibula and the base of the auditory 
capsule, together with the space between the ventral ridge of cartilage (vre) and the 
hyomandibula, forms a continuous longitudinal inverted groove and is important 
since it contains some blood-vessels and nerves (see p. 408) which will be referred to 
later on. 



Fig. 5,— Gymnarchus niloticus. (13-day larva), T.S. passing through the olfactory foramina. 

de Beer (1927) has shown that the outer side-wall of the pars jugularis in those 
teleosts which possess this structure, consists, in the ehondrocranium, of the lateral 
commissure, which is mainly formed from the fusion of three processes : (a) the 
pro-otic process, (6) the post-palatine process, (c) to some extent a part of the rudi¬ 
mentary basi-trabecular process. When ossification sets in the cartilage of the lateral 
commissure is replaced by the outer lamella of the pro-otic bone. In both the present- 
stages of Gymnarchus , ossification of the pro-otic is already sufficiently advanced. 
Vestiges of cartilage embedded in the bony outer wall of the jugular canal in the region 
anterior to the anterior basi-capsular commissure can be identified as representing 
the reduced portions of the cartilaginous lateral commissure of earlier stages (fig. 14, 
ppp ; fig. 15, pop). It is also important to note that the external side wall of the 
jugular canal does not consist solely of replaced bone. That in front of the foramen 
externum hyoideus is formed in the cartilage of the lateral commissure, that behind 
this foramen is formed in connective tissue (fig. 17). Here the side wall consists 
of a single bony lamella extending in the mesenchyme but attached at one end to the 
outer perichondrium of the base of the auditory capsule. 
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(f) The Ethmoid Region . 

The nasal sacs (fig. 4, ns) are very moderately developed and are unsupported and 
far removed from the cartilage of the ethmoid region. The trabecula communis 
passes imperceptibly into the ethmoid plate. In front of the large olfactory foramina 
is an internasal septum equal in breadth to the ethmoid plate ; hence in this region 
the septum and the plate are indistinguishable from each other. The combined 
internasal septum and the ethmoid plate are produced for a considerable distance 
anteriorly into the so-called rostrum. The paraphysial cartilage, which chondiifies 
independently in earlier stages of development, as figured and described by Assheton 
(1907, PI. xx, fig. 48, pc) in a 9-day larva, has now grown extensively and fused 
anteriorly with the dorsal hind edge of the transversely broad internasal septum and 
laterally with the dorsal edges of the orbital cartilage. The side wall of the chondro- 
»cranium in the region behind the olfactory foramen is formed by the pre-optic* root 



Fig. 6. —Gymnarchwt niloticus. (15-day larva), T.S. passing through the region between the 
olfactory foramen and the pre-optu iontanella. 

of the orbital cartilage. The olfactory foramen (fig. 1, of) is separated by a narrow 
strip of cartilage from a pre-optic fontanelle (pf) which is found in the anterior region 
of the orbital cartilage. This strip or bridge of cartilage is a part of the pre-optic 
root of the orbital cartilage. Like the remainder of the pre-optic root it is posterior 
to the olfactory nerve, lateral to the brain and medial to the orbito-nasal artery and 
5th and 7th ophthalmic nerves (fig, 6, sc). The lamina orbito-nasalis (figs. 1,7, Ion) 
is in the form of a rudimentary lodge growing from the lateral edge of the fusion of 
the pre-optic root and the trabecula communis. The pre-optic roots of both sides 
are wide apart, being separated by the width of the trabecula communis ; the brain 
extends right forward and the olfactory nerves pass out directly through the olfactory 
foramina. 

<(g) The relations of the Nerves , and Blood-vessels to the Chondrocranium. 

(i.) Nerves :—The following description of the nerves of Oymnarchus is more than 
a brief statement of their relations to the cartilages of the chondrocranium. Since 
the facial nerve of larval Oymnarchus has proved to be very interesting in the number 
and disposition of its branches, it is considered here in some detail. The present 
study, however, does not pretend to be more than a broad account of the nerve 
sufficient for the understanding and identification of its branches before describing 
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"their relations to other structures. The nerves as they originate from the facial 
ganglion are considered to some extent , but not all their subsequent branches are 
included. 

The olfactory nerve (tig. 3, In) as it leaves the olfactory foramen is accompanied 
by the nasal artery (na) which is a branch of the orbito nasal artery (ona). The 
nasal artery crosses the nerve laterally and runs along dorsally with it. 

The optic nerve (11 n) passes out from the optic foramen accompanied by the 
arteria centralis retinae (acr ); together they run forward in an antero-dorsal direction, 
passing medially to the orbito-nasal artery, to the maxillary ramus of the 5th nerve 
and to the buccal ramus of the 7th nerve. 

The oculomotor and the trochlear nerves (tig. 3, III n, IV n) leave the cranial cavity 
through a common foramen in the met optic root of the orbital cartilage. The two 
nerves in their forward course are soon accompanied by the abducens nerve, which 
emerges through the pro-otic foramen medially to the common trunk of the ramus 
maxillaris trigeminus and the ramus bueealis facialis (tig. 12, 1 7 In). All the three 
nerves for the eye-muscles run close together one above the other, and for some 
distance they are covered laterally by the common trunk just mentioned (figs. 9, 10). 

All the branches of the trigeminal and the facial nerves, except the palatine, the 
pre-trematie, and the hyoidean divisions of the facialis, emerge through the large 



Fig. l.-~ Gymnurchufi nihtkus. (15-day larva), T.S. passing through the pro-uptic fontanellue. 

pro-otic foramen. The ophthalmicus trigeminus (fig. 3, Voph) runs forward 
dorsally to the superior orbital vein (sor) ventrally to the pituitary vein (pv) and its 
foramen, laterally to the “posterior branch of the anterior artery” (Pbaa) and 
ventrally to the foramen for the anterior cerebral vein, but laterally to this vein (acr) 
itself. The maxillary branch of the trigeminal nerve ( Vma.r ), very soon after it leaves 
the trigeminal ganglion, comes close to, and runs dorso-medially associated with, the 
bueealis branch of the facial (VII buc) as a common trunk, which during its forward 
•course passes along laterally to all the principal arteries and other nerves in its neigh¬ 
bourhood. 

The ramus mandibularis V (Vmand), which arises from the trigeminal ganglion 
very close to the ramus maxillaris V, comes out through the pro-optic foramen 
•closely associated with ramus bueealis VII, at first medially, then ventrally. In 
fact these three nerves emerge through the pro-otic foramen as a common trunk 
and run in this manner or a short distance in their forward course (fig. 12). In the 
-accompanying reconstruction (fig. 3) this region has been represented diagrammatically 
for the sake of clarity. The mandibular branch of the 5th nerve subsequently 
crosses the palatine nerve (VIIpn) and the palatine artery (pna) laterally. 
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Other branches of the 7th nerve are :— 

(i) The ophthalmic (VIIoph), which is quite distinct from the ophthalmic 
branch of the 5th nerve, and runs forward clearly separated from it and dorsally 
to the foramina for the pituitary and anterior cerebral veins. 

(ii) The otic (VIIot), which arises from the facial ganglion close to the origin 
of the ophthalmicus facialis. 

(iii) The buccal (VII hue), a massive nerve which, as already described, passes 
laterally to the mandibular ramus of the 5th nerve, and runs along the maxillary 
ramus of the same nerve, partly overlapping it laterally (figs. 8 to 12). 

The truncus hyomandibularis facialis communis of other fishes is in Qymnarchus 
completely split up into two components—the n. mandibularis facialis and the n. 
hyoideus facialis—which leave the skull through different foramina. The ramus 
opercularis superficialis facialis, which is the third principal branch of the truncus 
hyomandibularis communis is, in Qymnarchus , only partly associated with the 
n. mandibularis facialis. 


br 



Fig* 8 .—Gymnarchus mloticus. (15-day larva), T.S. passing through the foramen m the quadrate 
for the internal mandibular nerve, and slightly anterior to the epiphysial bar. 

The n. mandibularis facialis (fig. 3, VII mand) issues from the geniculate ganglion 
by a distinct root close to the origin of the n. buccalis facialis and comes out through 
the pro-otic foramen near its ventral border. It passes laterally to the carotid artery 
and runs forward laterally to the pterygoquadrate cartilage (figs 9, 10). It gives 
out quite a number of branches before it reaches the foramen in the quadrate where 
it divides into the ramus manibularis intemus and the ramus mandibularis extemus 
(fig. 8). The ramus intemus enters this foramen and runs anteriorly, remaining 
medial to Meckel’s cartilage. 

The n. hyoideus facialis (fig. 3, VII hyoid) is the most posterior nerve to arise 
from the geniculate ganglion. As already shown it enters the jugular canal from the 
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pars ganglionaris through the foramen internum in the bony partition between the 
two parts. Within the jugular canal it crosses the head vein ventrally and leaves 
through the foramen externum in the outer lateral wall of the canal. Now it runs, 
remaining dorsal to the m. adductor mandibularis, towards the hyomandibula, 
the inner surface of which it pierces and comes out through a foramen on its outer 
surface. From here it runs between the hyomandibular cartilage and the pre- 
opercular bone (fig. 16) before it reaches the ventral position where it divides into its 
different rami. Where it is ventral to the head vein in the jugular canal, the hyoidean 
nerve gives out a slender branch—the ramus opercularis profundus facialis—which 
runs posteriorly, first ventrally, then laterally to the head vein in the jugular canal, 
remaining close to the mouth of the longitudinally reduced foramen externum, through 
the hind limits of which it comes out. This nerve is the motor nerve of the m. adductor 



Fia. 9 .—Gymnarchus niloticiis. (15-day larva), T.S. passing through the anterior region of the 
optic foramen, the space in tlit? pterygoqnndrate ami the epiphysial bat*. 


•operculi and is in part homologous with the similarly named nerve in J lenidid 
described by Herrick (1899). Before reaching the muscle, which lies far back from 
the exit of the nerve through the foramen externum, this nerve runs through the 
passage which, as already explained, lies between the hyomandibula, the posterior 
extension of the bony lateral wall of the jugular canal, the base of the auditory 
capsule and the adductor muscle of the mandible, and posteriorly between the 
hyomandibula and the vertical lamina of cartilage (figs. 17, 18, VII operc . prof). 

The n. opercularis superficialis facialis (VIIoperc.super, fig. 3) which in other 
fishes branches out from the truncus hyomandibularis facialis far away from the 
geniculate region originates in Gymruirchus almost as an independent nerve. ^ Its 
root, which originates from the geniculate ganglion in the area between the origin of 
the mandibular, dorsal cutaneous, and palatine branches, is only partly associated 
joukx. mam. soo.— zoology, vol. xu. 32 
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with the root of the mandibular branch. It also receives a considerable number of 
fibres from the root of the dorsal cutaneous branch. The n. opercularis superficial^ 
facialis leaves the skull through the pro-otic foramen and pierces the medial side of 
the anterior region of the hyomandibula which is dorsally ossified in this region, and 
issues through a foramen on the outer side of the hyomandibular bone, and then 
divides posteriorly into two brandies. One branch enters the bony canal in the 
pre-opercular bone, which lodges the middle part of the pre-opercular latero-sensory 
canal, and the other branch i uns external to the pre-opercular bone and sends branches 
to this bone and also some branches to the glandular organs of the skin in the vicinity 
of the pre-oporcular bone. 

The palatine nerve (fig. 3, VIIpn) arises from the geniculate ganglion by an 
independent and distinct root (fig. 13), which pierces the pro-otic bone through a 



Fig. 10 .—Gymnarchus mloticua. (15-day larva), T.S. passing through the pila metoptioa and 
anterior to the line of fusion of the quadrate with the hyomanaibula. 

foramen ventraily to the ganglion. It runs forward ventrally to the lateral edge 
of the trabecula for a short distance where it is at first dorso-lateral and then lateral 
to the internal carotid artery, dorsal to the lateral edge of the parasphenoid bone 
and medial to the palatoquadrate. Soon it shifts its position dorsally and becomes 
lateral to the metoptic root of the orbital cartilage. Here it occupies a position 
medial to the pterygoquadrate between the intramembranously ossifying lamellae of 
pro-otic bone and the metoptic root (fig. 12). After a short distance the palatine 
nerve again slips down running ventro-laterally along the line of the fusion of the 
metoptic root with the trabecula and dorsally to the parasphenoid bone (fig. 10). 
From the optic foramen onward, the nerve becomes ventral to the trabecula and 
runs between it and the parasphenoid (fig. 9). Anteriorly, in the region of the 
prevomer, the palatine nerve runs in a complete bony canal (figs. 5 to 7) in the lateral 
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margin of this bone. A little distance anteriorly to the olfactory foramen this canal 
opens by means of a lateral foramen which gives exit to the palatine nerve. Thus 
the palatine nerve in its entire course remains medial to the palatoquadrate. Between 
the origin of the palatine nerve and the n. opereularis facialis, a delicate nerve 
originates from the geniculate ganglion and pierces the pro-otic bone laterally to the 
foramen for the palatine nerve. This delicate nerve was traced through the connective 
tissue between the pro-otic bone and the roof of the mouth. It seems that this nerve 
represents in part the ramus pre-trematicus facialis of Menidia described by Herrick 
(1899). This nerve in Menidin innervates the mucosa of the roof of the mouth and 
the pseudobranch. It was not possible to trace the finer branchings of this nerve 
in Gymnarchus as they soon became lost in the mesenchyme. There is no pseudo¬ 
branch in Gymnarchus ; therefore, this nerve of Gymarchvs represents in part the 
ramus pre-trematicus facialis of J Ienidm. 



Fig. II .—Gymnarchus niloticus. (15-day larva), T.S. passing between the common foramen for 
the III and IV nerves and the pituitary vein foramen. The plane of the section is just 
posterior to the hind limit of the line of fusion of the quadrate with liyomandibulu. 

A very prominent and stout nerve originates from the geniculate ganglion dorsally 
to the origin of the palatine nerve. This nerve leaves the skull through the pro-otic 
foramen and loops under the head vein vent rally and laterally ; it then passes over 
the outer wall of the auditory capsule (fig. 13, VII dors.cutn). For this stout nerve 
I propose the name: “dorsal cutaneous facial ”, or ramus sive nervus dorsalis 
cutaneus facialis (fig. 3, VIIdors.cutn). The dorsal cutaneous facial trunk divides 
into three branches—one ventral and anterior, and one posterior. Before the main 
nerve trunk passes over the outer wall of the auditory capsule to divide into the 
anterior and posterior branches, the ventral branch is given off (not shown in fig. 3). 
This branch first runs towards the lateral surface (fig. 13, VII devb) and then reaching 
near to the skin bends down ventrally. The ventral branch gives rise to quite a 
number of secondary branches, almost all the nerve-twigs from which ultimately 
supply the so-called multicellular glandular organs of the skin of the operculum and 
neighbouring regions. The posterior branch (fig. 3, pbdc) gives off many branches, 

32» 
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most of which innervate the multicellular glandular organs of the skin of the auditory 
region. The anterior branch (abdc) runs rostrally giving off many smaller branches 
in its course, almost all of which innervate the glandular organs of the skin in the 
dorso-lateral and dorsal regions of the orbitotemporal part of the head ; ultimately 
this nerve reaches the ethmoid region and divides into many branches which 
innervate the glandular organs of the skin of this region. 

Consideration of the details of the various nerves is beyond the scope of this paper, 
moreover, a critical and definitive study in this field cannot be undertaken on isolated 
larval stages stained by ordinary routine laboratory methods. Therefore, only 
certain significant points with regard to this peculiar nerve will be treated here. 

The anterior branch of the dorsal cutaneous trunk is roughly parallel with the 
nerve I have designated n. ophthalmicus superficialis facialis in the reconstruction, 
but these two nerves are not in the same longitudinal vertical plane ; the n. ophth¬ 
almicus superficialis facialis is in a more medial plane, very near to the side wall of 



Fig. 12 .—Oymnarclma niloticus. (15-day larva), T.IS. passing through the anterior region of 

the pro-otic foramen. 

the chondrooranium, whereas the other nerve runs in a much more lateral plane, far 
removed from the side wail of the skull and from the n. ophthalmicus superficialis 
facialis (figs. 8 to 11). The posterior branch of this trunk, so far as I could make out, 
is not equivalent to the dorsal recurrent branch of the facialis, with which a similar 
branch of the vagus combines to form the ramus lateralis accessorius (Goodrich, 1930) 
in certain teleosts. I have not been able to establish any connection between this 
nerve and the vagus. No branch from either the anterior or the posterior or the 
ventral divisions of this trunk innervates any lateral line sense organ of the head, 
though both these nerves during their course, run at some places very close to the 
lateral wall of the sensory canal (figs. 11, 18). The most important fact is that the 
dorsal cutaneous trunk originates from the geniculate ganglion ventrally to the head 
vein whereas the nn. ophthalmicus trigeminus, ophthalmicus facialis and oticus 
r ^^i^originate dorsally to this vein (figs. 12,13). 





CHONDBOCKANIUM OF UYMNARCHUS NtLOTICUS 


467 


As regards the two ophthalmic nerves it can be seen that two distinct nerves— 
n. ophthalmicus trigeminus and n. ophthalmicus facialis—are identified in the 
accompanying reconstruction (fig. 3). Holmgren (1943) while describing the orbital 
capsule of larval Qymnarchus gives a microphotograph of a section (his fig. 84, p. 178) 
in which these two distinct nerves are labelled together as the “nervus ophthalmicus 
superficialis VII I have, however, followed the course of these nerves carefully, 
and from the foregoing description of their relations to other structures there is no 
doubt that they are different nerves. 

1 was not able to distinguish a nervus profundus. It cannot be regarded as fused 
with the n. ophthalmicus trigeminus since the latter nerve is dorsal to the oculomotor 
nerve. 

The glossopharyngeal nerve is described in the section where the relation of the 
air-bladder diverticulum to the ear is considered. 

The vagus nerve comes out through the metotie or jugular foramen between the 
occipital arch and the auditory capsule. 

br 
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13 .—Gynnutrchus n t lot tew*. (if)-day larva), T.S. passing through the posterior region of 

the pro-otic foramen, showing the origin of the nil. paint mess et dorsalis cutaneus VII. 




(ii.) Veins. —Th<‘ blood from the ethmoid region of the head is ultimately eon- 
veyed into a large vein—the superior orbital vein (fig. 3, sov) which runs caudally, 
veiitrally to the n. ophthal. trigeminus and dorso-medially to the orbital capsule. 
In the orbitotemporal region the superior orbital sinus receives the following main 
tributaries : (a) the anterior cerebral vein (acv), which comes out through its foramen 
and passes medially to the n. ophthal. trigeminus, (6) a vein (iov) coming out of the 
posterior conical end of the orbital capsule where the recti muscles are grouped 
together (perhaps this vein represents the inferior orbital vein of other forms described 
by de Beer, 1924), and (c) the pituitary vein (pv) which comes out through its foramen 
in the pila antotica secundaria and passes laterally to the n. ophthal. trigeminus. 
From this point backwards the superior orbital sinus is the main vein of the head 
and is designated as the head vein ( hdv ). The head vein runs along the pro-otic 
foramen lateral and very close to its opening and eventually in the posterior part of 
the foramen it dips intothe opening and enters the trigemino-facialis chamber in the 
manner already described. Emerging from the posterior opening of the jugular 
canal, it runs laterally to the glossopharyngeal nerve and medially to the vertical 
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ridge of cartilage (fig. 18, v.rc) which hangs down from the base of the auditory 
capsule. A short distance behind this region the head vein receives a big vein, 
which is the main vein (not shown in fig. 3) of the opercular region. This vein is 
formed by the union of various veins, chief among which are those coming from the 
four opercular bones and the ceratohyal. In the region of the vagus nerve the head 
vein runs medially to the branches of this nerve. No vena capitis lateralis is present 
in this region, neither is there any indication of any venous loops from the head vein 
around any of the vagal branches. The posterior cerebral vein issues through the 
jugular foramen along with the vagus nerve, to which it is lateral, and then turns 
medially to join the head vein. 

A short distance posterior to the exit of the hyoidean nerve through the foramen 
externum in the lateral wall of the jugular canal, a vessel of moderate size but having 
an extremely thin lining, opens into the lateral aspect of the head vein. As its 
course justifies, I propose to call it the “ anterior lateral vein ”. Its course may now, 
briefly, be considered. It joins the head vein within the jugular canal dorsally to the 
opercular artery and to the n. opercularis profundus facialis. After coming out of 



14 .—Uymnareturn nthticutt. (15-day larva), T.S. parsing through the tngemino-iarialn* 

chamber, showing the cartilaginous remains (corresponding to the post paint me process 
of earlier stages) m the bony lateral commissure which forms the latero-ventral side.wall 
of the pars jugularis. 


the foramen externum hyoidei, the anterior lateral vein runs posteriorly within the 
space in which the n. opercularis profundus facialis runs as already described (ligs. 17, 
18, ah>). Thus for a considerable distance this vein is medial to the hyomaiulibula. 
It crosses the opercular vein, which comes from the lateral side to join the head 
vein, running ventrally to it and then immediately turns in a postero-lateral direction 
until it comes near the skin. From here the anterior lateral vein takes a sharp 
antero-dorsal turn and runs between the skull and the skin. Its anterior course was 
followed up to the middle of the orbito-temporal region, where it became lost in the 
very loose mesencyhme and could not be traced further. 

During its course the anterior lateral vein receives many small tributaries. The 
anterior lateral vein and all its tributaries are entirely devoid of blood corpuscles. 
Their walls are thinner than those of other veins of similar size. The anterior lateral 
vein and its tributaries form a system of their own and never open into other venules 
even where their walls come into intimate contact with each other. The anterior 
lateral vein is not comparable to the “ extra vein ” of Cottus bubalis (de Beer, 1924) 
which joins the orbital sinuses' in front, and running laterally to the hyoinandibula 
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joins the vena capitis lateralis and the secondary vein in the region of the glosso¬ 
pharyngeal nerve, which of course, unlike Gymnarch u #, is far behind the hyomandibula. 
Thus the extra vein is not medial to the hyomandibula in any part of its course. The 
anterior lateral vein of Gym Hard us is in part medial to the hyomandibula and in part 
lateral. It is dorsal to the adductor of the mandible. 

(iii.) Arteries.— There are two lateral dorsal aortae (fig. 3, ila.ola) on eacn 
side, parallel to each other. The outer one is formed by the union of the third and 
fourth different branchial vessels, and running eaudally joins with its fellow of the 
opposite side. The common trunk thus formed immediately breaks up into the 
coeliaeo-mesenteric artery and the artery for the air-bladder. The inner and more 
anterior aorta is formed on each side by the union of the first and second efferent 
branchial**. The inner lateral aortae unite posteriorly to form the median dorsal 
aorta ; a vessel, however, is present establishing a connection between it and the 
above mentioned common trunk. This description is based on Assheton’s work 
p. 339). What follows is new and was not considered by him. 



Fin. 15.— Gt/wnorchas mluticux. (15-day larva), T.N. poshing through the trigemino-facial]s 
chamber (a little posterior to tig. 14), .showing the cartilaginous remains (corresponding 
to the pro-otic process of earlier stages) in the bony lateral commissure. 


The carotid artery, on each side, is the direct prolongation of the inner lateral 
aorta. It runs below the basal plate, medially to the head vein. Anterior to the 
auditory region it comes near the outer edge of the trabecula, passing medially to 
the palatine foramen (fig. 13). Lateral to the trabecula it, gives out an internal 
carotid, which enters the skull through a foramen separated from the hypophyseal 
fenestra by a strip of cartilage as already described. Further on, from the point of 
the origin of the internal carotid it is difficult to give the anterior arterial prolongation 
a name, since the branching of the arteries anterior to this point is totally unlike 
that of other larval fish and therefore makes the comparison with the arteries of other 
fish difficult. For the sake of convenience of description it will be referred to as the 
“ anterior artery ”. Anterior to the origin of the internal carotid the anterior artery 
comes near the lateral surface of the met optic root passing medially to the palatine 
nerve (fig. 12). After having given off a “ palatine artery ” (fig. 3, pna) which runs 
laterally along the palatine nerve, the anterior artery runs in an antero-dorsal direction 
and comes near the n. buccalis facialis where it- becomes internal and exactly medial to 
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the nerve (fig. 10, aart) for some distance (in this region in the accompanying reconstruc¬ 
tion (fig. 3) this artery is shown exposed laterally for the sake of clarity). Here it gives 
off two branches, one anterior and one posterior. The posterior branch ( pbaa ) is 
lateral to all the three nerves of the eye muscles but medial to all other structures which 
it crosses during its forward course. The anterior branch runs ventrally to the abdu- 
cens nerve and enters the posterior cone of the orbtial capsule along with other blood 
vessels and nerves. I have recognized this artery as the arteria ophthalmica magna 
fig. 3, aom). The rest of the “ anterior artery ” after giving off these two branches 
becomes the orbitonasal artery (ona). Underneath the auditory capsule the carotid 
artery gives off an opercular artery which sends, anteriorly, a branch to the hyomandi- 
bular and quadrate cartilages and then runs back in the passage in which the nerve 
for the m. adductor opereuli ( VII oper.prof, figs 17, 18) and the “ anterior lateral 
vein ” run. Ultimately the artery supplies this muscle and also sends some branches 
to the preopercular bone. 

(h) The relation of the A ir-bladder to the Chondrocraniwn . 

Some confusion about the relations of the air-bladder to the ear and to the 
lateral line canal exists in the literature. Allis (1904), whose statement is based on a 



dissection of adult specimens regards the sac-like structure lodged within the auditory 
capsule in opposition to the lateral vacuity in the outer wall of the capsule as a 
“ balloon-like distension of the non-sensory portion of the sacculus . . . Assheton 
(1907) refutes Allis’s description and shows that the sac is a diverticulum from the 
air-bladder, which in early stages grows forward and enters the auditory capsule, 
but in later stages the connection between the inflated diverticulum and the air- 
bladder is lost. F. M. Ballantyne (1927) confirms Assheton in the derivation of the 
auditory diverticulum from the air-bladder. She also maintains that the connection, 
is lost in later stages, but she has not taken into consideration the subsequent relations 
of the sac to the ear and other surrounding structures. In the present two stages 
the condition is as follows. 

From the anterior end of the air-bladder a duct rims anteriorly and afterwards 
bifurcates. Each branch, which may be called the cylindrical diverticulum, runs 
between the two lateral aortae of either side, below the basioccipital bones. Soon 
the cylindrical diverticulum enters a canal in this bone. The inner side of this bony 
canal consists of the perichondral ossification in the lower portion of the occipital 



CHONDHOCRANIUM OF GYMNARCHl's MLOTICt'S 


471 


arch ; the external side is formed by intramembranous extensions of bony lamellae. 
The bony canal lodging the cylindrical diverticulum of the air-bladder, shifts its 
position somewhat laterally and attains similar relations with the ossifying exoccipital 
bone, i.e. one side surrounded by perichondral ossification and the other by r 
intramembranous bony extensions. The exoccipital bone continues in the posterior 
part of the auditoiy capsule (there is no opisthotie ossification). After passing under 
the posterior basi-capsular commissure the bony canal opens into the cavity of the 
auditory capsule into which the diverticulum enters. Here the cylindrical diverti¬ 
culum is dorsal to the intramembranously ossifying floor of the basi-capsular fenestra, 
and medial to the bony partition ossifying in the membrane between the utriculus 
and sacculus shortly to be described. Eventually the diverticulum passing vent rally 
to the saculo-lagenar canal, opens into the posterior ventral aspect of a distended 



Fig. IT.— Gytnnarchu .,\ itilotion#. (1.1-day larva), T.S. passing through the anterior region of the 
lateral vacuity in the auditory capsule. 

sac (fig. 10), whose histological structure is essentially" tiie same as that of the 
diverticulum. Thus this sac is the direct anterior extension of the air-bladder. 
The sacculus is closely opposed to a part of the medial wall of the distended sac 
(figs. 18, 19) but the walls of both, which are in intimate contact, are easily" distinguish¬ 
able from one another. 

The membranous labyrinth has itself undergone interesting modifications 
(Assheton, 1907). The sacculus is not directly under the utriculus in the same 
vertical plane but is located laterally to the utriculus. A delicate canalis reunions 
joins the two. The junction between the sacculus and the lagena is also narrowed 
down into a sacculo-langenar canal, which, however, is shorter in length than the 
canalis reunions. Assheton makes no mention of this canal, nor of a delicate 
membrane which is located between the utriculus and the sacculus. This membrane 
is partly ossified, especially in its posterior part. In the younger embryx> this 
posterior intramembranous ossification is not continuous with the perichondral 
ossification of the exoccipital, which has usurped the place of the opisthotie of other 
forms. But in the 15th day stage the two ossifications have become continuous. 
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This membranous ossification has also extended between the utrieulus and the sacculus. 
It is evident that gradually the entire membrane would become ossified together 
with the otic bones, leaving however, foramina for the passage of nerves, etc., thus 
leading to the adult condition where the cavity of the auditory capsule is divided 
into two chambers which have been described in detail by Allis (1904). The inner 
chamber lodges the utrieulus and the outer one the sacculus, the lagena, and the 
inflated sac, which is a derivative of the air-bladder and not of the sacculus as Allis 
had regarded it. The posterior part of the lagena pushes into the exoccipital bone ; 
thus the outer lateral chamber has a posterior blind extension into this bone. The 
beginning of this condition is already evident in the present two larvae. The 
vesicular diverticulum of the air-bladder occupies a position between the anterior 
part of the lagena and the sacculus on one side and the horizontal semicircular canal 
on the other, rising up above the level of the canal and occupying the imier extent of 
the lateral auditory vacuity. As already described, this vacuity is covered by a 
membranes lateral to which are the temporal and supratemporal latero-sensory 
canals, which are covered externally by ihe supra-temporal bone. 



Fin. IS. —(lymnart'hns ntloltctts. (15>da^ larva), T.S. showing the relation of the auditory 
diverticulum of the air-bladder to tlie ear. 

The relations of the glossopharyngeal nerve to the auditory capsule can now be 
considered more appropriately. Fig. 19 is a diagrammatic representation of the ear 
and the auditory diverticulum of the air-bladder of Gymnnrchu* ; the course of the 
glossopharyngeal nerve is also shown. For the sake of clarity the auditory nerve 
is omitted. The dorso-ventral overlapping of the various structures has been 
reduced to a minimum by stretching the structures medio-laterally in the diagram. 

After issuing from the brain the glossopharyngeal nerve runs ventrally to the 
utrieulus, crosses the eanalis reunions first ventrally then runs laterally along with 
it and then passing dorsally over the eanalis runs medially to it. The nerve and the 
eanalis reunions together perforate* the membranous partition (here showing early 
stages of ossification) located between the utricle and the saccule. From here the 
nerve runs dorsally to the saccule, traverses the space between the anterior parts of 
the saccule and the diverticulum of the air-bladder, and eventually enters a foramen 
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in the bony base oi the auditory capsule behind the anterior basi-capsular commissure. 
The supratemporal branch ol the glossopharyngeal nerve crosses the canalis reuniens 
ventrally and after ]>erforating the membranous partition (here ossified) runs dorsally 
to the lagena. it ultimately leaves the skull through a foramen in the exoccijutal 
bone, which here occupies the place of tin* absent opisthotie. This foramen is 
•Anterior to the posterior hasi-capsular commissure. 

(i) The, rdation of the, Pterygoq u ad rate. to tJm Xturocrnnium. 

Assheton s work (1907) purports to show that the pterygoquadrate in the larval 
(jytHHarchu# is attached along its entire h ngtli to the licurocranium. According to his 
tigureJPl. xx. iig. 50), in a 43 day larva the pterygoid process of the quadrate is fused 
anteriorly with the lateral edge of the trabecula communis. Behind this ethmoid 
fusion, and in continuation with it, Assheton shows an extension of the palato-basal 



Flo. M*. - Duigminatif representation ot the relation of the mr-blndder diverticulum to the ear. 
Tlie course of the glossopharyngeal nerve is also shown. The auditory nerve lias been 
omitted tor the sake of clarity. 


attachment brought about by the opposition of a well-developed basal process with 
the lateral edge of the trabecula and posteriorly with the hasi-trabecular process of the 
neurocranium. The broad and long basi-trabeeular process he shows as articulating 
not only with the posterior part of the basal process but also with the anterior part 
of the hyomandibular cartilage (the posterior part of which is fused with the auditory 
capsule). The quadrate is also fused with 1 he hyomandibula by pro-cartilage. Thus, 
if Assbeton's findings were correct, the Gymnarchus would represent the only known 
ease of a larval tcleost having an extreme type of amphistylic jaw suspension. 

de Beer (J037, pp. 135, M3) pointed out the necessity of further work on this 
region so that the precise details of this attachment might lead to a better understand¬ 
ing of this exceptional teleost. 

In the two larvae under investigation, the older of which is of a 15-day stage, 
there is neither the basal nor the basi-trabeeular process. Not even a rudimentary 
indication of these processes is present. Only the ethmoid attachment exists. The 
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remaining part of the pterygoquadrate is not in any cartilaginous fusion or attachment 
with the neurocranium. The quadrate is fused posteriorly with the hyomandibula 
by dense pro-cartilage. Thus it is seen that in a 15-day larva the jaw suspension is 
quite different from that of a 43-day stage as described by Assheton. One might 
be led to presume that the 15-day larva represents a stage prior to the development 
of the basal and basi-trabeeular processes, which, after their formation in later stages, 
might eventually lead to the amphistylic suspension shown by Assheton. The 
following detailed account of the condition found in the 15-day stage indicates 
that this conclusion is not tenable, as there is no possibility of the subsequent formation 
of these processes, since ossifications in the pterygoquadrate and the neurocranium 
have already started m places whence the basal and basi-trabecular processes would 
grow if they were present. Asshoton’s figure, therefore, must be erroneous in showing 
these processes. 

The anterior tip of the pterygoid process is in contact (but not in fusion) with the 
lateral edge of the trabecula communis. Behind the olfactory foramen the pterygoid 
process is at first in pro-cartilaginous fusion with the anterior part of the lamina 
orbitonasalis and then in the posterior part of this lamina it runs closely along the 
lamina (fig. 7). From behind the posterior limit of the lamina orbitonasalis to a 
short distance anterior to the foramen for the optic nerve, the pterygoid process 
laterally runs along the lateral edge of the trabecula, but not so near as it was to the 
lamina orbitonasalis. A little distance anteriorly to the optic foramen, perichondral 
bony lamellae of the metapterygoid with intramembranous extensions into the* 
surrounding mesenchyme have developed around the upper edge of the pterygoquad¬ 
rate (fig. 8, mtb). This metapterygoid ossification continues backwards as far as the 
posterior end of the pterygoquadrate cartilage where the latter is fused to the 
hyomandibula. It is important to note that nowhere is the developing metapterv- 
goid in contact with any part of the neurocranium. There is no basi-trabecular 
process, either cartilaginous or of replaced bone. Instead, bony lamellae, which 
ossify intramembranously and end freely laterally, arise from the perichondrium 
of the lower part of the pila antotica and of the base of the skull in the region of the 
pro-otic foramen (fig. 12). These lamellae s**em to be in continuity posteriorly with 
the pro-otic bone (fig. 13); they arc opposed to the anterior part of the ossifying 
hyomandibular bone. 

The discrepancies between the conditions of the 43-day stage as exemplified in 
Assheton’s figure and that of the present 15-day larva are not reconcilable in any 
way. In view of the foregoing the present investigation shows that the pterygo¬ 
quadrate is not attached to the neurocranium except in the ethmoid region. The 
jaw suspension in the chondroeranium of Gym narchvs is methyostylic and is, therefore, 
essentially the same as in other Teleostei. 

3. Discussion. 

Among the Teleostei there is a tendency for the reduction of the cartilage in the 
chondroeranium. Gymnarchu #, like Clyclopterm lampvfi, presents an interesting 
example of a teleost in which the cartilage of the chondroeranium has secondarily 
undergone a large degree of development. On the whole the chondroeranium of 
Gymnarchux, save for a few peculiarities, conforms to the generalized Teleostean 
pattern. 

The intramembranous extensions of perichondrial bones, some of which are 
alluded to in the foregoing pages, are comparable to a great extent to the peri-, epi- 
and apo-iamellae of Cychpterus lumpus (Uhlmann, 1921). de Beer (1937, p* 495) 
has amassed and reviewed a large amount of data which show that intramembranous 
extensions from cartilage bones are by no means uncommon in fishes. 

The occipital region of the 15-day larva of Gymnarchm does not show any 
segmentation in the shape of spinal processes in the lateral cartilage of the occipital 
arch, but the superior occipital cartilage and the presence of three pairs of mixed 
nerves are definite signs of segmentation in the posterior part of the occipital region*. 
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The three pairs of nerves between the occipital arch and the first vertebra indicate 
that at least two occipito-spinal vertebrae ha ve become indistinguishabJy amalgamated 
in the occipital arch of the 15-day stage. The fact that the superior occipital 
^cartilage is separate from the tectum posterius is of interest. This cartilage is present 
in those teleosts in which the anterior vertebrae take part in the formation of the 
Weberian ossicles. In Cyprinm carpio , according to Nun ban in (1908), the neural 
spine of the third vertebra, which takes part in the formation of the claustrum and 
scaphium, fuses with the tectum posterius and gives rise to the superior occipital 
•cartilage. In Ami arm, according to Matveiev (1929), the neural spines of the first 
•and second vertebrae appear to form the superior occipital cartilage which connects 
the tectum posterius with the third vertebra, in other Ostariophysi hitherto investi¬ 
gated— Ictalurux (Ryder, 1887), Callichthy* (Ballantyne, 1930), Scardiniux (Matveiev, 
1929), Leucixc/ux (Hubendick, 1942)—this cartilage is always formed, Gynmarch us 
has no Weberian apparatus and is not closely related to the Ostariophysi. The 
superior occipital cartilage of Gymnarchnx by its shape and position may be regarded as 
representing one or more supra-dorsal elements belonging to the vertebrae fused with 
the posterior region of the occipital arch. Thus Gymnarchus so far as is known 
presents the case of a teleost without Weberian apparatus and with a superior occipital 
-cartilage. In Teleostei and lower Tcleostomi there are various instances in w r hich 
vertebral elements become fused behind the occipital arch proper. In these cases, 
behind the occipital arch, oceipitospinal arches (neural arches of fused vertebrae) 
project as slender processes from the paraeliordals, but the supradorsals of the fused 
vertebrae are not differentiated. In 1Upunarchas on the other hand tlie supradorsals 
are represented as the superior occipital cartilage but no differentiated oceipitospinal 
arches are present. The only evidence of vertebral fusion is provided by the 
multiplicity of the mixed nerves between the occipital arch and the neural arch of 
the first free vertebra. 

The cartilage of the auditory capsule does not show’ any specialized features. As 
in all other teleosts the medial wall of tin* capsule is absent. The division of the 
cavity of the auditory capsule by a membranous partition, which subsequently 
becomes ossified, is a secondary adaptation brought about by the inclusion of the 
distended diverticulum of the air-bladder within the cavity of the capsule. The 
closure of the basi-capsular fenestra by intramembranous ossification is interesting, 
since in other Teleosts this fenestra becomes subsequently obliterated by the growth 
■of cartilage bordering it and then ossification follows. 

The large development of the cartilage of the side wall of the orbitotemporal region 
is undoubtedly secondary and unparalleled m any other Teleostei. In tins respect 
Gymnarchm has a close resemblance to the lower Tcleostomi, especially to Acipenser, 
This, however, does not imply any phylogenetic affinity between the two. 

The formation of a pila antotiea secundaria in Gym narch ux, as reported here for 
the first time, is of some importance since this structure has not been found in any 
■other teleost hitherto investigated. Typically the side wall of the ehondrocranium 
in front of the foramen for the trigeminal nerve is formed by the pila antotiea as 
exemplified in Selachii, the details of which are well known (de Beer, 1931) and need 
no description. Considering the lower Tcleostomi, the side wall between the 
trigeminal foramen and the pituitary-vein foramen is present in those forms which 
lack a posterior myodome. In Lepidoxteux the cartilage of the side w all in this region 
is partly in the position of a selachian pila antotiea, but it is not typical as it lies a 
considerable distance in front of the pro-otic*, bridge, for which reason de Beer (1937) 
named it pila antotiea secundaria. In Acipenxer the pila antotiea is nearer to the 
selachian form and therefore is called as such. In Polypterm the side w all of this 
region although present, does not answer the requirements of a pila antotiea, being 
posterior to the profundus nerve. Thus it would be seen that the side w'ali of this 
region in these fishes shows considerable variation in comparison to typical selachian 
pirn antotiea, de Beer (1937) has explained this atypical condition of the side wall 
of these fishes by assuming that the structure in question is a re-formation in this 
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region after the loss of a functional posterior myodome. The substance of his views 
is that the reputed ancestral forms (the Palaeoniseids) possessed a functional posterior 
myodome, as is certain from Watson’s work (1925). During the formation of the 
myodome in these ancestral forms the external rectus muscle, very likely, would have 
penetrated through the pituitary-vein foramen. The result of this must have been 
to disturb and break down the pila antotica. The functional myodome as such was 
inherited by the Teleostomi from the ancestral forms and was afterwards lost. The 
pila antotica was subsequently re-formed on more or less typical lines in Acip< user, 
and atypically in Lepidoste us (pila antotica secundaria). In Polypterus the side wall 
of this region was re-formed in such a markedly atypical manner having different 
relations to the profundus nerve that it can no longer be regarded even as pila antotica 
secundaria. According to de Beer, further support for his assumption is provided 
by the fact that the internal carotid artery takes an atypical cour.se in Poly pier us, 
entering the skull laterally and dorsally to the trabecula. In Acipenser also, in early 
stages the internal carotid artery enters the skull by passing inwards over the trabecula. 
Moreover, though Acipenser has no posterior myodome, the junction of the trabeculo- 
polar bar with the parachordal is at a much more ventral level than the main 
parachordal plate and the pro-otic bridge. This condition is characteristic of the 
Holostei and Teleostei, since, owing to the formation of a posterior myodome in 
these fishes, the external rectus muscle passes in over the area of the trabeculo- 
parachordal junction, pressing it down. All these peculiar morphological relation¬ 
ships are explained if it is assumed that these fishes “ had possessed a functional 
myodome (involving a breakdown of the pila antotica and discontinuity ol* the 
trabeculae, which would enable the internal carotid arteries to slip upwards), and 
had subsequently lost it and re-formed the cartilaginous side-wall of the skull ” 
(de Beer, 1937). Regarding those Teleostei which lack a functional posterior myodome 
—some Siluroids, Anguilla vulgaris —de Beer maintains that they, too, have lost it 
on the same lines as did the lower Teleostomi. Up till now' no instance of the 
re-formation of the side-wall in this region was knowm among these teleosts, and the 
comparison with the lower Teleostomi w r as incomplete. Gymnurrhus thus provides 
the first example of ateleost in which, after the loss of afunctional posterior myodome, 
the side-wall in this region has been atypically re-formed as a pila antotica secundaria. 
Other examples may come to light if different forms of such teleosts are investigated. 

It is a well know r n fact that the nasal capsules in Teleostei are very imperfectly 
developed in the chondrocranium. Gymmrchus shows an extreme ease of reduction 
of cartilage in this direction. The floor, roof, anterior, lateral and posterior walls 
of the nasal capsule are all wanting. Only the rudimentary lamina orbitonasalis 
and the broad intemasal septum are present between the nasal sacs which are 
laterally far removed from the septum. Thus the nasal capsules are practically 
non-existent. 

The greatly developed pre-optic root of the orbital cartilage in Gymnarchus is 
comparable with the fully formed similar structure of lower Teleostomi and Amiurus , 
particularly of the latter. According to Hammarberg (1937) in Lepidosteus, Amia y 
Siluroidea and Clupea the part (his processus ent-ethmoideus) of the pre-optic root 
of orbital cartilage opposite the lamina orbitonasalis (his processus ect-ethmoideus) 
chondrifies independently of the rest of the posterior portion of the pre-optic root. 
The presence of a pre-optic fontanelle in the pre-optic root of Gymnarchus and Amiurus 
can be explained if it is supposed that the two separately chondrifying cartilages, 
which eventually meet above and below the pre-optic fontanelle to form the pre-optic 
root, fail to grow in the area which is left as the fontanelle. The pre-optic fontanelle 
is of no morphological importance. It is covered by a membrane. 

The development of the intemasal septum in Amiurus is interesting. Kindred 
(1919) describes the anterior boundary of the cranial cavity in a 10 turn, larva as 
limited by a transverse plate of cartilage, the lamina pre-cerebralis as it is called by 
de Beer (1937). In later stages a massive intemasal septum grows from this lamina 
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pre-cerebraiis. Probably the formation of the septum takes place on similar lines 
in Gymnarchus . 

It is in the disposition of the facial nerves that Gymvurchus shows the most 
unusual features, in all fishes hitherto investigated, the mandibular facial and the 
hyoidoan facial nerves arise from the geniculate ganglion by a common trunk with 
which the root of the palatine nerve may be more or les* associated within the skull. 
But the exit of the palatine nerve from the skull is always without exception distinct 
and separate from that of the common trunk of the hyomaudibular nerve A 
character that is common among t he various groups of fishes is that t he hyoidean and 
mandibular portions of the facial nerve always leave the skull as a common trunk, 
irrespective of subsequent differences in the relations of the common truneus 
hyomandibularis and its main branches— the rami hyoidcus facialis, mandibularis 
interims facialis—with the neighbouring muscles during their course and the hyoid 
arch elements In fact this character is common to all gnathostomes since the 
homologue of the n. mandibularis interims, the chorda tympani, is always associated 
with the mandibular facial nerve in its early course and leaves the skull with it. 
In Gymnarchus, as is evident from the foregoing description, the two nerves of this 
com]ilex are quite independent, they arise within the skull from the geniculate 
ganglion separately and pass out from the skull by separate foramina. The ramus 
mandibularis facialis runs external to the quadrate, and in its entire course is consid¬ 
erably anterior to the hyomandibula. The ramus hyoidcus facialis, on the other hand, 
comes out through a separate foramen in the pro-otic hone ( — foramen externum 
liyoideum in the jugular canal), medio-ventral to the hyomaudibular articulation. 
In its subsequent course the relations of the hyoidean non e to the adductor muscle of 
the mandible and h \ ornandibular cartilage are exactly the same as that of the common 
hyomaudibular trunk of other generalized tcloosts. In between the origin of these 
two nerves from the geniculate ganglion arc interpolated the n. opercularis super- 
ficialis facialis the n. dorsalis outaneus facialis and the palatine nerves and the n. 
pre-t remat icus facialis Except tin* n. opercularis superfieialis facialis all these uerves 
arise from tin* geniculate ganglion independently. The n. opercularis superfieialis 
is only partially associated with the roots of the nn. dorsalis eutaneus facialis 
et mandibularis facialis, and therefore can be regarded almost as a separate 
nerve. In the accompanying tabic (p. 478) an attempt is made to compare the 
branches of the facial nerve of Gymnarchu, s* with those of Menidia . The cranial 
nerves of the latter fish arc best known among the teleostean fishes as a result of an 
exhaustive study by Herrick (1899). The table only gives a generalized idea of 
the main differences between these two fishes, as in the absence of a detailed study 
of the nerves of Gymumchus it is not possible to do otherwise. 

The n. dorsalis cutaneous facialis is to be regarded as a new development from the 
facial nerve. So far as I know one cannot compare it with any branch of the facial 
nerve of any other fish. It appears to he an extra nerve chiefly developed for the 
innervation of the so-called multicellular glandular organs of the skin of Gymnarchu *. 
Pehrson (1945) in his paper on the larval pit organ lines of Gymnarchu,'s niloticus 
mentions : “ The skin of Gymnarchus is unusually thick and lacks scales, but on the 

other hand, it is supplied with densely lying glandular organs, innervated from the 
trigeminus. ” I do not agree with his observation. My study shows that the chief 
innervation of these glands is from the facial nerve—not only through the especially 
developed n. dorsalis eutaneus facialis but also through the nn. opercularis super- 
ficialis et mandibularis facialis. I have, however, not followed the innervation 
of all these glands in the entire larva. Possibly there may be some areas innervated 
by any branch from the trigeminal system, but if there are any, they would be 
insignificant indeed in comparison to the share of the facial nerve. 
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Table of Comparison of the Facial Nerves of 
Menidia and Gymnarchus. 


Menijdia (Herrick, 1899). 

Gymnarchus. 

No. of 



No. of 



independent 

No. of 

Name of 

independent 

No. of 

Name of 

nerves 

important 

nerves 

important 

arising 

branches 
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nerves and 

from the 

of these 

their branches. 
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of these 

their branches. 

geniculate 

nerves. 


geniculate 

nerves. 


ganglion. 



ganglion. 



1 . 


Ophthalmicus 

1 . 


Ophthalmicus 



superficial is. 



superficial is. 



VII. 



VII. 

2. 


Oticus. 

2. 


Oticus. 

3. 


Buccal is. 

3. 


Buccalis. 

4. 


Palatums. 

4. 


Palatinus. 

5. 


Pretrenuiticus 

r». 


Pretrematicus 



facialis. 



facialis. 

6 . 


Truncus hyo- 

6 . 


Nervus hyotdeus. 



mandibularis. 





1 . 

Kamns liyoideus. 


1 . 

Ramus opercu- 






laris profundus 


2. 

Kamus opereu- 



facialis. 



Ians profundus 
facialis. 

7. 


A err us opctvu- 






laris superftcia- 


3. 

1 Kamus opereu- 



Its facialis. 



I Ians siiperficm 
lis facialis. 

s. 


Xetrus muudibu- 






faris facialis. 


4. 

Kamus mandi Lil¬ 
ians. 

(«) mandibularis 

L 

1. 

Kamus mamlibu- 



externus. 



laris externus. 



(b) mandibularis 

i 





interims. 


2. 

Kamus mundib- 






t ularis internus. 




9. 


! Nervus dorsalis 






cutaneous faci¬ 
alis. 





1. 

3. 

Ventral ramus. 
Anterior ramus. 
Posterior ramus. 


It ha h been shown in this paper that larval Gymnarchus lacks basal and basi- 
trabeeular processes and that Assheton’s figure showing these processes is erroneous. 
The jaw suspension is methiostylic in the larval stage. In this respect, therefore, it 
<loes not differ from other Teleostei. The relation of the n internus mandibularis 
facialis to the quadrate is peculiar in Gymnarchus. This nerve as it branches from 
the n. mandibularis facialis laterally to the quadrate, enters a foramen in the quadrate 
and then runs medially to it and Meckel’s cartilage. In other teleosts this nerve 
in its postero-anterior course passes laterally to the symplectic, if this cartilage is 
present either separate or fused with the hyomandibula, and then runs medially to 
the lower portion of the quadrate and from thereon medially to Meckel’s cartilage. 
No foramen is formed in the quadrate for this nerve. 

The relations of the glossopharyngeal nerve to the ear in Gymnarchus as described 
in the foregoing are easily explicable, de Beer (1931) has shown that originally the 
glossopharyngeal nerve comes out together with the vagus through the fissure 
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metotica behind the auditory capsule. The inclusion of the glossopharyngeal nerve 
within the cavity of the auditory capsule in the majority of teleosts, where the nerve 
traverses the basi-capsular fenestra, is secondary and indicates that a portion of the 
fissura metotica has been included in the basi-capsular fenestra. This condition is 
found in larval Salmo (de Beer, 1927, 1931). Gymnarchus resembles Salmo in this 
respect. In spite of the topographical change in the course of the glossopharyngeal 
nerve within the auditory capsule, the morphological relations of this nerve to the ear are 
essentially the same as in Salmo. (Compare fig. 19 with de Beer’s fig. 43, p. 301 (1927)) 
In Salmo the glossopharyngeal nerve runs between the saeculus and the utriculus 
posteriorly to the saceulo-utricular junction. If the saeculus of Salmo were ta 
swing from its ventro-medial position to a lateral position in relation to the utriculus, 
and at the same time the sacculo-utricular junction were to be produced into a long 
and thin eanalis reuniens, then the glossopharyngeal nerve would pass ventrally 
to the utriculus and would run between the utriculus and the saeculus posteriorly 
to the eanalis reuniens. This is the condition as found in Gymnarchus. 

4. Summary. 

The chondroeranium of two larval stages of Gymnarchus niloticus —one 15-day 
old, the other of an unknown but of slightly younger stage—have been studied. 
The morphological relations of the arteries, veins and nerves of the head have been 
described in detail, and the results have necessitated a rectification of some of the 
statements made by Assheton. The cartilage of the chondroeranium is greatly 
developed but conform to the general Teleostean type with certain peculiarities of 
its own. The larval skull is platytrabie. The auditory capsule is greatly developed 
and contains a modi tied ear and a sac-like extension of the air-bladder. The internal 
cavity of the capsule is divided by a partition which is partly ossified. In the lateral 
wall of the capsule is a vacuity covered by a membrane lateral to which extends the 
expanded portion of the temporal and supratemporal latero-sensory canals. There 
is an extensively developed orbital cartilage with pre-optic and metoptic roots and 
a pila antotiea secundaria. The anterior and posterior myodomes are absent. All 
the eye muscles are collected in a fibrous orbital capsule. The internal carotid 
foramen is separated from the hypophyseal fenestra. There is no pro-otic bridge. 
There is a well-developed trigemino-facialis chamber. A lateral commissure is 
present. Nasal capsules are practically absent except for a broad and massive 
internasal septum and a rudimentary lamina orbitonasalis. The ptervgoquadrate 
is in a pro-cartilagenous fusion with the hyomandibula. Neither otic, nor basal, 
nor basi-trabecular articulations are present. The larval jaw suspension is methyo- 
stylic. 

Unique features in Gymnarchus not present in aiij r known living teleost are: (1)' 
presence of a pila antotiea secundaria, (2) splitting of the common truncus hyomandi- 
bularis of other fishes into more or less three separately originating nerves—n. 
raandibularis, n. opercularis superfieialis, and n. hyoideus, (3) formation of an extra 
nerve, the dorsalis cutaneus facialis, in the facialis system. 
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6. EXPLANATION OF LETTERING.. 

In n. olfactorius; Iln n. opticus ; Illn n. oculomotorius ; IVn n. trochlearis ; Vmund n. 
mandibularis trigeminus ; Vmax n. maxillaris trigeminus ; Voph n. ophthalmicus superficialis 
trigeminus; VI n n. abducens ; Vllbuc n. bucealis facialis; Vlldors.cutn. or Vlldcmt n. 
dorsalis cutaneus facialis, main trunk ; Vlldors.cutruab or Vlldcab n. dorsalis cutaneus facialis, 
anterior branch; VIIdors.cutn.pb or Vlldcpb n. dorsalis cutaneus facialis, posterior branch; 
VlIdor8.cutn.vb or Vlldcvb n. dorsalis cutaneus facialis, ventral branch ; Vllhyoid n. hyoideus 
facialis ; Vllmand n. mandibularis facialis ; VIIoperc.super, or VIIos n. opercularis superficialis 
facialis; Vlloperc.prof. or Vllopfn. opercularis profundus facialis; VIIoph n. ophthalmicus 
superficialis facialis ; VITot n. oticus facialis ; VIIpn n. palatinus facialis ; VIUrn n. acusticus ; 
IXn n. glossopharyngeus ; Xnn. vagus. 

aa ampulla of anterior semicircular canal; aart anterior artery ; abc anterior basicapsular 
commissure; abdc anterior branch of n. dorsalis cutaneus facialis; ac auditory capsule; 
acr arteria centralis retinae ; acv anterior cerebral vein ; acvf anterior cerebral vein foramen ; 
ahm musculus adductor hyomandibularis ; ale ampulla of lateral semicircular canal; alf antero¬ 
lateral fontanella ; alv anterior lateral vein ; amn arteria ophthalmica magna ; ape ampulla of 
posterior semicircular canal; asc anterior semicircular canal; 

b bone; bef basicapsular fenestra; Idle blind diverticulum of the latero-sensory canal 
( = blind primary pore-tube); bob basioccipital bone; bVIIbuc branch of n. bucealis facialis; 
br brain ; bsr branchiostegal ray(s); 

ca carotid artery ; edab cylindrical diverticulum of the air-bladder ; ch ceratohyal; cp crista 
parotica ; cr canalis reunions (between utriculus and sacculus); 

del ductus endolymphaticus ; dm dura mater ; dpd dermopalatine bone ; 

e. eye; e6?; 1 _ i efferent branchial vessels 1 to 4 ; en\bVII external mandibular branch of n. 
mandibularis facialis ; epb epiphysial bar ; epl ethmoid plate ; 

fill and IVn common foramen for oculomotor and trochlear nerves; fb frontal bone ; feh 
foramen externum hyoidei; fg facial or geniculate ganglion ; fh foramen in hyomandibula 
for n. hyoideus facialis ; fin foramen in quadrate for n. mandibularis facialis internus ; 

gahm groove for the articulation of hyomandibula ; gin n. glossopharyngeus ; glnstb eupratem- 
poral branch of the glossopharyngeal nerve; 

hdv head vein; hf hypophyseal fenestra; hie horizontal infraorbital latero-sensory canal; 
hmb hyomandibular bone ; hmc hyomandibular cartilage ; 
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tea internal carotid artery ; icf foramen for internal carotid artery ; ila inner lateral aorta ; 
drubVll internal mandibular branch of n. mandibularis facialis; imehb intramembranous 
extension of hyomandibular bone; imepob intramembranous extension of pro-otic bone; 
ins internasal septum ; iopb interoperoular bone ; iov inferior orbital vein ; itb intertemporal 
bone; 

jc jugular canal ; jf jugular or mot otic foramen ; 

lav lateral auditory vacuity ; Ig lagena; Lon lamina orbitonasalis ; lsc lateral .semicircular 
-canal; 

m x membrane covering the lateral auditory vacuity ; »# a membranous partition between 

utriculus and sacculus ; me Meckel's cartilage ; talc mandibular latero-sensory canal ; mor 
metoptio root of orbital cartilage ; tap membranous partition between utriculus and sacculus ; 
mtb metapterygoid bone ; mxb maxillary bone ; 

na nasal artery ; nb nasal bone ; nc notochord ; ns nasal sac ; 

ou occipital arch ; oc orbital cartilage ; ocp orbital capsule (enclosing the eye and eye muscles) ; 
oers opening of canalis reunions in sacculus ; ocru opening of canahs reunions m utriculus ; of 
olfactory foramen ; ola outer lateral aorta ; ona orbitobasal artery ; opa opercular artery ; 
opf optic foramen ; 

pab paraphysial bar ; pas ]>ila antotica secundaria; jib parietal bone ; pbaa posterior branch 
of anterior artery : pbc posterior basi -capsular commissure ; pbdc posterior branch of n. dorsalis 
cutaneus facialis ; pc parachordal ; pfb postfrontal bone ; pg pars ganglionaris ; pj pars jugular is ; 
prno pila metoptica ; pmx premaxillary bone ; pna palatine artery ; pob pro-otic bone ; pobb 
post orbital bone ; pof pro-otic foramen ; pole preopercular latero-sensory canal ; pop pro-otic pro¬ 
cess ; popb preopercular bone ; poptf preoptic fontanelle ; por postorbital root of orbital cartilage ; 
poroc preoptic root of orbital cartilage ; ppp post palatine process ; ppl parachordal plate ; 
pq ptcrygoquadrate ; psb parasphenoid bone ; ptp pterygoid process of quadrate ; pv pituitary 
vein ; pvb provomer bone ; pvf pituitary vein foramen ; 

qb quadrate bone ; qu quadrate ; 

rgln root of glossopharyngeal nerve ; rlu root of trigeminal nerve. 

s sacculus ; sbob suborbital bone ; sbolc suborbital latero-sensory canal ; .v<* strip of cartilage 
(part of pre-optic root) between olfactory foramen and pre-optic fontanelle ; sdab sac-liko 
diverticulum of the air-bladder ; seb supra-ethmoid bone ; sic sacculo-lagenar canal ; soc superior 
occipital cartilage ; sov superior orbital vein ; sphb sphenotic bone ; spolc supraorbital lateral 
line canal ; spq space in pterygoquadrato covered by intramembranous bone ; ssu septum 
semicirculare anterms ; ssl septum semicirculare laterale ; ssp septum semicirculare posterms ; 
stb supratemporal bone; slstl supratempornl sensory diverticulum; 

tc trabecula cranii ; tcom trabecula communis ; fg trigeminal genghon ; Is tectum synoticum ; 
Um taenia tecti mediahs ; ttma taenia tecti mod mils anterior; 

at iitrieuluH ; vre vertical ridge of cartilage. 
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The Anterior Brain-case and Interorbital Septum of Sauropsida, with a consideration 
of the Origin of Snakes. By A. d’A. Bellairs, Department of Anatomy,. 
London Hospital Medical College. 

(Plates 9-11, and 9 Text-figures.) 

[Read 22 January 1948] 

Introduction. 

The anterior part of the brain-case in all vertebrates consists of a more or less, 
complete casing of cartilage or bone surrounding the central nervous system. It 
separates the latter from the pharynx and respiratory apparatus below, and gives 
origin to the eye muscles. Its walls are pierced by foramina for the nerves and 
vessels of the orbital region. Its shape in any species is associated with the sizes and 
positions of the organs in the vicinity. 

The anterior brain-case may be described as that part of the skull which lies 
between the posterior wall of the nasal capsule in front, and the basal plate and otic 
capsule behind. In all tetrapods it includes both membrane bone and endocraniai 
components ; the latter correspond with the orbito-temporal part of the chond- 
rocranium in the embryo. During the course of ontogeny the endocraniai skeleton 
in this region is developed from two morphologically distinct elements : the orbital 
cartilages and their extensions above, and the trabeculae below. The former develop 
in relation to an ectomeningeal condensation surrounding the brain, while the latter 
are regarded as primitively extra-cranial structures, probably representing the 
cartilages of a vanished branchial arch, which have become secondarily incorporated 
into the brain-case (for discussion see de Beer, 1937). The trabeculae and orbital 
cartilages are closely associated throughout ontogeny in most forms, but the 
trabeculae differ from the latter in that they contribute not only to the brain-case, 
but also to the nasal capsule. 

In the fully developed chondrocranium the trabeculae are characteristically fused 
at their anterior ends, giving rise to midline nasal septum elements. Their posterior 
ends are always divergent, fusing with the parachordals and polar cartilages (when 
present) and enclosing the hypophyseal fenestra. They show considerable variations, 
however, in their relations to one another in the orbital region. In those forms where 
they are separated at this level (e.g. urodeles, fig. 1a : snakes, fig. 1e, etc.) the 
chondrocranium is said to be platytrabic (Van Wijhe, 1922) or platybasic (Gaupp, 
1900); in other forms (e.g. lizards, figs. 2-4, etc.), in which the trabeculae are fused 
together to form a trabecula communis, the condition is described as tropitrabie (or 
tropibasic). There is no absolute distinction between these two types, since many, 
if not all non-mammalian chondrocrania are initially platytrabic, but some become 
tropitrabie later in ontogeny. 

In tropitrabie forms the trabeculae are fused behind the ethmoidal region and 
often form, usually with the help of other elements, an interorbital septum. This 
is a median plate of cartilage or bone which may become secondarily fenestrated 
during development, the vacuities remaining Occupied by membrane. The inter¬ 
orbital septum is bounded posteriorly by the optic foramina, behind which the 
trabeculae diverge, and is continuous in front with the nasal septum. In character¬ 
istically tropitrabie forms such as lizards (fig. lc, etc.) and crocodiles (fig. 5 b) the 
medial borders of the orbital cartilages are also approximated to the midline and 
become inflected vertically downwards, fusing with the underlying trabecula communis 
and forming the upper part of the interorbital septum. In such forms, therefore, the 
trabeculae do not enter into the floor of the cranial cavity. 

The upper parts of the orbital cartilages lie in a more horizontal plane, and in the 
middle and posterior orbital regions they form two laterally directed wings which 
together constitute the planum supraseptale. Behind the optic foramina both 
orbital cartilages and trabeculae retain their paired nature, the junction between the 
two being represented by the pila metoptiea. Only those parts of the trabeculae and 
prbital cartilages which lie anterior to the optic foramina, therefore, contribute to 




Flo.l. - Transverse sections through mid-orbital region of head m an amphibian and four sc ju a mate 
types, showing disposition of platytrabie and tropitrabic chondrocrania. 

A. Broteus angumus, adult (platytrabie). The eyes are highly degenerate in this cave-dwelling 

salamander. ( x 13.) 

B. Amnella pu lehr a, subadult (tropitrabie). The eyes are reduced ui this burrowing limbless 

lizard, but a low interorbital septum is present. ( x 30.) 

C. Anuielfa, Transverse section through bram-ease slightly posterior to level of B, showing 

maximum extent of planum supraseptalc, and its relationship to frontal downgrowths. (x30.) 
B. Typhlops diardi, late embryo (modified platytrabie). Owing to reduction of the eyes and 
telescoping of front part of head, the trabecula communis, and not the paired trabeculae, 
lies at mid-orbital level m this specialized burrowing snake. (x 20.) 

12. Bungarus fasciatus, subadult (platytrabie). The usual ophidian disposition of the trabeculae 
is present in this large-eyed snake. { x 13.) 
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the formation of the interorbital septum. The essential patterns of the tropitrabic* 
and platytrabic chondrocrania, and their relationship to the orbits and brain are 
illustrated in cross-section in fig. 1. 

In many types the chondrocranium in the orbitotemporal region is partly or wholly 
replaced by bone ; the trabeculae ossify to form the presphenoid and the anterior 
part of the basisphenoid, while the orbital cartilages give rise to the orbitosphenoids, 
and further back to the laterosphenoids (or pleurosphenoids), which ossify in the pila 
antotica. In most modem reptiles, however, these replacement ossifications are small 
or absent ; all or most of the anterior brain-case, together with the nasal capsule, 
remains cartilaginous throughout life. A more rigid framework is supplied, however, 
by membrane bones such as the frontals and parietals above and the parasphenoid 
below, which are closely associated with the cartilaginous brain-case in most forms. 

The following account deals with the condition of the anterior brain-case, with 
special reference to the trabeculae and orbital cartilages. For present purposes the 
latter may be regarded as comprising all the paired lateral elements of this part of 
the endocranial brain-case, from the sphenethmoid commissures in front to the pila 
antotica behind. The hypophyseal region in Sphenodovi and lizards has recently 
been described by Save-Sodebergh (1946), and will not be considered in detail hen*. 

A brief review of the morphology of the anterior brain-case is given below, and 
this part of the skull in reptiles is then described in greater detail. Owing to the 
lack of ossification in this region, paleontological data are necessarily incomplete, 
and knowledge of its morphology must be largely based on living forms. The 
distribution of the interorbital septum among different groups is especially considered, 
and the embryology of this structure in certain species is also described. Certain 
observations on the avian brain-case have also been included, since this may be 
regarded as a specialized derivative of the archosaurian type. 

Material and Methods. 

The original data recorded below have been largely based on an extensive collection 
of sectioned reptile heads which includes a number of hitherto undescribed forms ; a 
list of ail genera examined is given at the end of this paper. I am indebted to the 
following who have kindly provided opportunities for discussing my observations, 
and for the examination and acquisition of material : Dr. C. M. Bogert, Dr. P. M. 
Butler, Prof. G. R. de Beer, Mr. A. Fisk, Prof. F. Gold by, Dr. R. S. Hawes, Mr. W. 
Warwick James, Mr. J. Lester, Dr. It. E. Rewell and the Zoological Society of London, 
Mr. A. Loveridge, Prof. D. Mackinnon, Dr. L. Harrison Matthews, Mr. C. M. Miller, 
Dr. J. A. Oliver, Mr. H. W. Parker, Mr. F. R. Parrington, Mr. C. W. M. Pratt, I)r. 
Malcolm Smith, Dr. W. E. Swinton, Prof. D. M. S. Watson. I am also indebted to 
Mr. R. Quinton Cox and Mr. A. J. King for technical assistance. 

The Anterior Brain-Case throughout the Tetrapod Series. 

The work of Watson (1926), Romer (1937), Jarvik (1942) and others has shown 
that in the osteolepid crossopterygians the anterior brain-case, together with much 
of the nasal capsule, was ossified to form the ethmosphenoid bone. This form<*d a 
complete investment for the olfactory nerves and forebrain and presumably included 
ossifications of the trabeculae and orbital cartilages. Romer (1937), describing 
conditions in Megalichthys , suggests that in the embryo the trabeculae must have lain 
quite close together and 4 The condition would thus have been an intermediate one 
from which either a platybasic or a tropibasic condition might have been derived ’. 

In the early embolomerous labrinthodonts conditions appear to have resembled 
those in osteolepids (Watson, 1926 ; Romer, 1937, 1947). In the amphibia, however, 
the nasal capsule was cartilaginous and the bony brain-case (the anterior part of 
which is termed the sphenethmoid) was not divided into two segments by an unossified 
zone, a characteristic crossopterygian feature (see West oil, 1933). In the interorbital 
region the brain-case was higher and narrower in the embolomer than in the fish, and 
the chondrocranium was apparently of the tropitrabic type. 
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In many later labyrinthodonts the brain-case became flattened and the interorbital 
septum disappeared, the chondrocranium apparently becoming platytrabic. At the 
same time the ossifications of the skull and body skeleton were reduced. Such changes 
occurred independently in many groups and were probably associated with the assump¬ 
tion ol completely aquatic and sluggish habits. These conditions are suggestive of 
neoteny and are comparable with those which have occurred in perennibranchiate 
urodeles such as Prote-un (fig. 1 a). In all groups of modem amphibia the chondrocran¬ 
ium is markedly platytrabic and the sphenethmoid ossification has been more or less 
reduced. 

The most primitive reptiles appear to have inherited the tropitrabie type of brain- 
case which was present in the early labyrinthodonts. Some reduction in the extent 
of ossification had taken place, however, especially on the dorsal aspect, where the 
frontals and parietals provided a new roof for the cranial cavity (see Romer, 1946, 
on himnoscelis : Olson, 1947, on Diadfxies). 



Tics. 2.-—Dmgrainmatic recoiiM ruction of bones, cartilages and related structures of the anterior 
brain-ease of a lirard seen in lateral view, with the nasal capsule m paramedian section 
(partly based on Lacerta). Membrane hones shown in black, cut bone surfaces shown by 
slanting lines ; parts of chondrocranium liable to ossify shown m white stipple on black. 
Attachments of eye muscles based on account by Pearson (1921) for Lggosoma. Outline of 
orbit shown in interrupted lines. 

In the pelycosaurs such as Diwetrodoin (Romer and Price, 1940) and many therap- 
sids (see Olson, 1944) the anterior brain-case was ossified and a well developed 
interorbital septum was present. Distinct presphenoid and orbitosphenoid elements 
are distinguished by Olson in the sphenethmoid complex of gorgonopsians, fore¬ 
shadowing conditions in mammals. During the course of mammalian evolution a 
number of changes in the configuration of the anterior brain-case occurred, including 
the loss of the interorbital septum. It is hoped that an account of this region of the 
skull in mammals will be given in a later paper, with special reference to the re¬ 
development of the interorbital septum in a number of mammalian groups.* 

* This work was originally begun in conjunction with Prof. R. Wheeler Haines, and was 
intended to cover both Sauropsida and Mammalia. Owing to Prof. Haines' departure to Egypt, 
however, it has not been possible to continue the collaboration. It was decided, therefore, that 
the Sauropsida and Mammalia should be dealt with separately, and that conditions in the latter 
group should be described by Prof. Haines. 
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The scanty paleontological evidence available, together with conditions described 
later in Sphenodon , the most primitive of modern reptiles, suggests that (except in 
those forms on the mammalian line of evolution) the ossifications in the anterior 
brain-case had become markedly reduced at an early period in reptilian history, 
while the chondrocranium remained characteristically tropitrabic, with a high 
interorbital septum. From a brain-case of this type it is thought that the conditions 
present in more specialized reptiles and birds have been derived. 

Conditions in Sauropsida. 

1. Sauria, Rhynchocephalia , Testudines and Crocodilia : adult morphology. 

Since Gaupp’s account of Lacerta agilis (1900) numerous workers have studied the 
reptilian chondrocranium in representatives of all groups. In general, conditions in 
.Sauria are best known ; this has somewhat obscured the fact that this group presents 
a number of specialized features, in particular the reduction of the endocranial 
brain-case in the orbito-temporal region, which are not characteristic of tlu* more 
conservative forms such as turtles and crocodiles. Nevertheless, conditions in 
lizards are readily comparable with those in other reptiles, and the following ac c ount 
is applicable to living reptiles in general, except for the snakes and amphisbaenids, 
which will be treated separately. 

The anterior endocranial brain-case is largely cartilaginous. In the orbital 
region its floor and side-walls are represented only by the sphenethmoid commissures, 
the two wings of the planum supraseptale and its posterior extensions which connect 
it with the basal plate, and the interorbital septum (figs. 2-4, etc.). The small 
ossifications which may occur in this region are best described in relation to the 
chondrocranium. 

The sphenethmoid commissures represent the anterior parts of the lateral walls 
of the brain-case, and run from the roof of the nasal capsule in front to the apex of 
the planum supraseptale behind (figs. 2-4, etc.). They support the ends of the 
olfactory bulbs, which project over them into the fenestra olfactoria. In some forms, 
(e.g. Calotes , Ramaswami, 1946 : Nessia , Varanns , figs. 3, 4) they fuse completely 
with each other and with the underlying interorbital septum to form the pro-optic 
pillar, before the brain-case widens out behind a.4 the wings of the planum supraseptale. 
In adult specimens of Lialis the sphenethmoid commissures appear to be absent. 

The planum itself constitutes the most ext ensively developed part of the endocranial 
brain-case in the or bit o-temporal region. It consists of two expanded wings, 
partly fused with each other and with the interorbital septum below , which run to a 
point anteriorly. The trough so formed supports the olfactory bulbs and lies above 
the orbits (figs. 2,3). The extent of the planum is much reduced in lizards, where the 
posterior border is encroached on by large fenestrae. 

Behind the planum supraseptale the walls and floor of the brain-case are fenestrated, 
being continued backwards as a series of cartilaginous bars which join the basal plate 
and otic capsule. These develop as distinct elements, and have received separate 
names (taeniae marginales, taeniae mediates, pila metoptica, pila antotica, etc : 
see figs. 2-6, etc), but it may be emphasized that they merely represent the persistent 
portions of the more extensive tubular brain-case found in primitive tetrapods. The 
extent and disposition of these bars, together with the fenestrae which they enclose, 
have been very thoroughly described by Gaupp (1900, 1906) and de Beer (1937) in 
Lacerta, but differ considerably among the various reptilian groups. 

In Sphenodon (Howes and Swinnerton, 1900) and lizards the fenestrae are 
characteristically large and the bars which surround them are slender and often 
incomplete. In most lizards (e.g. Anguis , Zimmerman, 1913, and fig. 6a : Acontias, 
Brock, 1941 : Nessia : Anniella , fig. 1b, c : Lialis , fig. 9 k-m : Varanus , figs. 3, 4) 
the reduction of cartilage has proceeded even further than in Lacerta (see fig. 2), 
foreshadowing the condition in snakes. The taeniae marginales and pila metoptica, 
which form the posterior boundaries of the optic foramina, appear to be the most 
constant of these bars; in some cases (e.g. Eumeces, Rice, 1920) some of the 




Fig.3. —Anterior endocranml brain-case of Varanus monitor (subadult), partly based on a graphic 
reconstruction. The ossified parts are drawn in thick outline. Levels of section in fig. 4 
are shown. ( x 10.) 

A. Ventral view. Extent of frontal downgrowth shown on one side. 

B. Dorsal view. Outline of brain on left, and orbit on right side are dotted* 

junction between trabecula communis and basisphenoid ossification* 
s, fronto-parietal suture. 
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cartilages in this region undergo retrogression during the later stages of embryonic 
life. In Testudines (fig. 6b and PI. 11) and Crocodilia (fig. 5b, c) these cartilages 
are more massively developed and the foramina are correspondingly less extensive. 

This reduction and fenestration of the lateral walls of the brain-case has given 
rise to the state in many reptiles where large areas of the cranial cavity are bounded 
only by membrane. Some compensation may be provided, however, by downgrowths 
from the roofing membrane bones which take on the function of the primitive 
sphenethmoid ossification. The distribution and extent of these downgrowths is 
very variable. In Sphenodon, agamid and lacertid lizards and Crocodilia, for instance, 
they are absent altogether, or only form slight ridges on the lower aspect of the 
cranial roof. Among the forms examined by us, downgrowths from the frontals 
encircling the olfactory bulbs were found in some turtles (e.g. Chelydra) and many 
lizards : Varanidae (figs. 3, 4), Geekonidae, Pygopodidae (fig. 9k~m), some skinks 
(Acontias, Brock, 1941 ; Nessia ), Anniellidae. Downgrowths from the parietals have 
been reported by Brock in Acontias, and are also present in turtles, where they join 
the pterygoids below. This grouping appears to have little phylogenetic significance, 
and is also difficult to explain on adaptive grounds (see later). Whereas turtles, 
varanids and geckos exhibit no burrowing adaptations, the other lizards cited are 
all more or less specialized for burrowing life. 

The relationship of the frontal downgrowths to the endocranial brain-case is 
variable. In Crocodilia (fig. 5b) they only cover the lateral aspects of the olfactory 
bulbs and lie entirely dorsal to the planum supraseptale. In many lizards (.e.g 
Varanu* % figs. 3, 4) they completely surround the anterior parts of the olfactory bulbs 
but diverge posteriorly, leaving a gap in the midline into which projects the apex of 
the planum supraseptale. In geckos and in the pygopodid Lialis the two frontal 
downgrowths are completely fused over the greater part of their extent, so that the 
anterior part of the planum supraseptale is completely excluded from the cranial 
cavity (fig. 9k-m). In Anniella (fig. 1a, b) the wings of the planum pass through 
notches on the posterior borders of the frontal downgrowths, so that in cross 
section they appear to perforate the bone. 

An interorbital septum has been found in all living reptiles where the chondro- 
cranium is known, except for the snakes and artiphisbaenids described later. Camp* 
(1923) states that this structure is absent in Anniellidae, but examination of micro¬ 
scopic sections indicates that a low septum is present. Its occurrence has still to be* 
confirmed, however, in certain other families of burrowing lizards such as the 
Dibamidae and Anelytropsidae. 

The adult morphology of the interorbital septum is relatively constant. It is 
continuous anteriorly with the nasal septum, and posteriorly it ends at the level of the 
optic foramina, where its lower part is continuous with the trabecula communis 
(fig. 2). In Testudines and Crocodilia the pila metoptica join the trabecula communis 
directly behind the optic foramina, just anterior to the level at which it forks into the 
paired trabeculae. In Sphenodon and lizards, however, the pila metoptica join to* 
form a flattened plate, the subiculum infundibuli, which is continued forwards 
above the trabecula communis as a separate narrow rod, the cartilago hypochiasmata, 
which joins the posterior vertical border of the interorbital septum (fig. 2). 

In many reptiles the interorbital septum contains a number of vacuities filled 
with membrane, and these are particularly extensive in Sphenodon and lizards. 
Their distribution is variable, but in general conforms to a certain pattern (fig. 2). 
The most anterior (fenestra 1) is situated in the transitional region between the nasal 
and interorbital parts of the septum. In some lizards (e.g. Anguis, Hemidactylus , 
Varanus) the upper bar enclosing this fenestra is absent and the septum in this region 
is consequently low. A little further back is a small and inconstant fen. 2 (absent in 
geckos), and above and behind this is the very large fen. 3 which forms a gap between 
the trabecular part of the septum and the planum supraseptale. These vacuities are 
small or absent in Testudines and Crocodilia. 








Fig. 5. 
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The small ossifications which may occur in the anterior brain-case of some reptiles 
may now be described. When present these only appear fairly late in the life of the 
individual, and while they are unlikely to be seen in sections of embryos or neonatal 
specimens, they are also likely to drop out of dried skulls. In adult lizards areas 
of cartilage in the anterior brain-case become calcified, and in some species are liable 
to ossify (see Huxley, 1863, whose account of the replacement ossifications in this 
region in lizards is still the best available in English). In Iguana these ossifications 
are particularly extensive and involve the pila metoptiea and adjoining cartilages, 
together with part of the planum supraseptale and interorbital septum (see fig. 2). 
Similar conditions have been reported by Camp (1940) in mosasaurs, fossil marine 
lizards related to the varanids. In living varanids, however, such ossifications appear 
to be confined to the pila metoptiea, even in mature specimens (Bahl, 1937 ; personal 
observations, fig. 3). Similar ossifications have been described in other lizards by 
Parker (1880) and Siebenrook (1895, etc.), but it is possible that these workers did 
not always distinguish between bones and areas of calcified cartilage (see addendum). 

In Spkenodon and Testudines no parts of the anterior brain-case are known to 
ossify, but in crocodiles the side walls of the brain-case behind the optic foramina 
in the region of the pila metoptiea and pila antotica become bony (fig. 5 c). Similar 
conditions appear to have been present in dinosaurs (see Osborn, 1912, on Tyranno¬ 
saurus : Holland, 1903-06, on Diplodoeus; and many other accounts) and in phytosaurs 
(Camp, 1930) where the interorbital septum was also partly ossified. 

In all living reptiles the trabeculae ossify around the level of the hypophyseal 
fossa to form the anterior part of the basisph enoid. During the lat er part of embryonic 
life perichondral ossification begins in the paired parts of the trabeculae in the region 
of the hypophyseal fossa. In lizards this ossification is almost from its first appearance 
intimately related to a thin plate of bone which appears on the ventral aspect of the 
trabeculae and has usually been regarded as the parasphenoid (see also Kesteven, 
1940, etc., cited later). In most reptiles the basisphenoid ossification only just 
reaches the level where the trabeculae fuse so that the basisphenoid ends in a blunt 
anterior process. This articulates by single or paired facets either with the carti¬ 
laginous trabecula communis or with the persistent unossified portions of the paired 
trabeculae (figs. 2, 3). Even in adult material the remains of the cartilaginous 
trabeculae can be seen in microscopic sections extending backwards for some distance 
into the substance of the basisphenoid. In Crocodilia (and also apparently in dino¬ 
saurs and phytosaurs) the basisphenoid ossification extends further forwards into the 
trabecula communis, where it appears as a vertical blade-like process below and just 
behind the optic chiasma (fig. 5c). In most forms the parasphenoid rostrum projects 
forwards beneath the interorbital septum (figs. 2, 3 a). In some lizards the rostrum 
is lacking, while in some turtles this part of the parasphenoid is only present in the 
embryo and regresses before hatching (Pehrson, 1945). 

The nomenclature and homologies of the anterior brain-case ossifications in 
reptiles deserves comment. The terminology of the side-wall ossifications has 
already been reviewed by de Beer (1926), and by Shaner (1926), who deals with the 
nomenclature used in describing fossil forms. Paired ossifications above and 
immediately behind the optic nerves (i.e. of the pila metoptiea, taeniae mediales. 


Fig. 5. 

A. Strix sp. Transverse section of dried skull at mid-orbital level. Approx, position of olfactory 

nerves is shown The ossified interorbital septum is pneumatised. ( x 2.) 

B. Alligator mimissipjdensi^, 26 mm. head-length embryo. Transverse section through brain- 

case at mid-orbital level, corresponding with position of lino 5 B in C below. ( x 16.) 

C. Alligator mississipptensis, juvenile. Anterior endocranial brain-case seen from above after 

removal of frontals and parietals, showing extent of replacement ossifications. The carti¬ 
laginous planum supraseptale is shown in thin outline. Based on dried skull and dissection. 
(X 3.6.) 

f.ep., unossified region corresponding with position of fenestra epioptica in the chondro- 
cranium. j., junction between laterosphenoid (las) and unossified planum supraseptale. 
j. 1 , junction between basisphenoid and unossified trabecula communis. 
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planum supraseptale, etc.) are termed orbitosphenoids; those situated more pos¬ 
teriorly (i.e. ossifications of the pila antotica) have been termed laterosphenoids or 
pleurosphenoids. These names were introduced to distinguish these ossifications in 
the true side-wall of the cranial cavity of lower vertebrates from the mammalian 
alisphenoids which are held by most workers (with the notable exception of Kesteven, 
1941, etc.) to represent ossifications in the ascending process of the palatoquadrate, 
secondarily incorporated into the brain-case (see Gregory and Noble, 1924 ; Goodrich, 
1936). 

There is less unanimity regarding the median elements. Any ossification in the 
interorbital septum of lizards has usually been called a presphenoid (Huxley, 3863 ; 
Parker, 1880: Siebenrock, 1895, etc.). Description of such an element as a 
presphenoid seems undesirable, however, since this term has been more generally 
used for the trabecular ossification which develops in contact with the basisphenoid 
in many archosaurs, therapsids and mammals. In Sauria, however, the septal 
ossification always appears to be separated from the basisphenoid behind by a tract 
of unossified trabecula communis, and sometimes by portions of the paired trabeculae 
as well (see fig. 2). The term septosphenoid, introduced by Camp (1940) to describe 
such ossifications in mosasaurs, is therefore more suitable, while the tenn presphenoid 
may be restricted to trabecular ossifications in contact with the basisphenoid behind. 

The existence among living reptiles of a presphenoid in the sense defined is 
doubtful, though such an element has been recognized in dinosaurs (see Shaner, 1926, 
for discussion) and phytosaurs (Camp, 1940). As previously stated, the portion of the 
trabecula communis below and immediately behind the optic nerve is ossified in 
crocodiles, but I have failed to find any suture demarcating it posteriorly from the 
body of the basisphenoid ; in an Alligator embryo of 26 mm. head-length the whole of 
this region was unossified. Camp (1946) has described sutures separating the paired 
articular facets of the anterior process of the basisphenoid from the rest of the bone in 
-a young specimen of the gecko Coleonyx , and regards these as constituting ‘ a paired 
presphenoid *. I have, however, been unable to identify separate ossific centres for 
these facets in sections of Coleonyx or other lizards, Kesteven (1940, etc.) has suggested 
that the element usually regarded as the parasphenoid in lizards and birds is an 
4 ectochondral * ossification derived from osteoblasts which have migrated from the 
basisphenoid region, and must therefore be regarded as a presphenoid. In his view 
the parasphenoid of fishes and amphibia is represented in higher vertebrates by the 
pterygoid bones. A critical survey of this problem is beyond the scope of the present 
investigation, but Kesteven’s observations make it all the more desirable that Camp’s 
term septosphenoid should replace that of presphenoid for independent ossifications 
of the interorbital septum. 

The complicated and numerous extrinsic eye muscles of Sauropsida arise from the 
side-walls of the brain-case and interorbital septum, the retractor bulbi group extending 
their origin back into the hypophyseal region in many forms. There have been few 
descriptions of the adult topography of these muscles since the observations of 
Weber (1877) on Lacerta. More recently Bruner (1908) has described certain muscles 
related to the orbital blood sinuses in lizards and turtles, while Save-Sodebergh (1946) 
has described the retractor bulbi group in Sphenodon and several lizards. Pearson 
(1921) figures the origin of most of the extrinsic eye muscles from the brain-case 
cartilages in a late embryo of Lygosoma (see fig. 2) but her account is hardly complete. 
Even in forms with a spectacle and no nictitating membrane (e.g. geckos) some 
components of the retractor bulbi group are apparently present. The absence ojf 
these muscles in snakes cannot therefore be correlated with the development of a 
spectacle. 

Sauria , Testudines, etc : development. 

While the morphology of the fully developed chondrocranium of reptiles is now 
well known, much remains to be learnt about the development in the earlier stages 
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when the skull is still largely procartilaginous. At present only in the ease of 
Sph&nodon (Howes and Swinnerton, 1900), Lacerta (de Beer, 1930) and certain turtles 
(Shaner, 1926 ; Pehrson, 1945) has any systematic investigation of these stages been 
made. Since a number of sectioned embryos of Anguis fragilis and Lacerta vivipara 
were available, certain observations on the development of this part of the skull have 
been made. These observations suggest that certain processes associated with 
skull formation deserve greater emphasis than they usually receive in studies of the 
•chondrocranium. The following account refers chiefly to Anguis, but conditions 
in this form were found to differ little from those in Lacerta. 

The elements of the anterior brain-case ehondrify relatively late in development 
and the framework of the whole region is laid down in procartilage long before any 
true cartilage has appeared. In this respect the brain-case lags behind certain other 
parts of the skeleton such as Meckel’s cartilage and the bodies of the vertebrae. The 
median elements of the brain-case (i.e. trabeculae and their derivatives) ehondrify 
rather earlier than the lateral elements (i.e. orbital cartilages, sphenethmoid 
•commissures, etc.) 

The first parts of the anterior brain-case to appear are the procartilaginous 
forerunners of the trabeculae. In Anguis embryos of the earliest relevant stages 
available (c. 3*3 mm. head-length) these are paired throughout much of their 
extent-. In the orbital region, however, they are connected across the midline by a 
mesenchymatous condensation (PI. 9 a). 

In Lacerta agilis , de Beer (1930, 1937) describes the cartilaginous trabeculae as 
being initially fused in the orbital region at the 3-5 mm. h-A stage. A relatively 
earlier procartilaginous stage of L. vivipara (c. 2*5 mm. h ~\), however, shows the 
trabeculae still wide apart in this region (PI. 10d). The chondrocrania of both 
A nguis and Lacerta may therefore be regarded as initially platytrabic, corresponding 
with conditions reported in other reptiles (e.g. Ascalabotes , Sewertzoff, 1900; 
Sphenodon, Howes and Swinnerton, 1900 and personal observations). 

de Beer (1937) has pointed out that the development of the cartilaginous brain- 
case is closely associated with the formation of the meninges. The mesenchymatous 
sheath which surrounds the neural tube first differentiates into an ectomeninx and an 
endomeninx which become separated by areolar tissue. The endomeninx gives rise 
to the pia-arachnoid, while the ectomeninx subsequently differentiates into an outer 
perichondral and periosteal layer, and an inner layer which becomes the dura mater. 
In Anguis this differentiation of the ectomeninx seems to occur around the 3*3 mm. 
h~\ stage, where a distinct mesenchymatous condensation has appeared on the lateral 
aspects of the brain (PI. 9 a). Subsequently this condensation extends downwards 
away from the dural layer, and becomes continuous w r ith the condensation surrounding 
the trabeculae, which at the 3*5 mm. h -1 stage have become more closely fused 
(PI. 9b). 

In embryos of about 3*8 mm. h~\. the fused trabeculae have become more 
compressed vertically, and are more definitely associated with the ventrally inflected 
medial borders of the ectomeningeal condensations on either side of the brain (PI. 9 c). 
At this stage the trabecula communis is becoming procartilaginous. Rather later 
(c. 4*2 mm. h -1 : PI. 9d) the sphenethmoid commissures and orbital cartilages 
begin to ehondrify in these lateral condensations. The two elements are directly 
■continuous and their medial edges are inclined steeply downwards to join the trabecula 
■communis. In this way the definitive interorbital septum is developed entirely from 
the fusion of the posterior parts of the sphenethmoid commissures and orbital cartilages 
above, with the trabeculae below. No evidence for the appearance of an independent 
median plate, as was suggested by de Beer for Lacerta agilis , was found. 

At the 4*2 mm. h-l stage the interorbital septum in Anguis is unfenestrated, and 
its upper part, derived from the lateral elements, still shows traces of paired origin 
where the downtumed edges of the orbital cartilages have failed to fuse completely 
with each other (PI. 9 d), 
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At the 4-5 mm. hr -1 stage (PI. 10a) the interorbital septum and lateral elements 
are almost entirely cartilaginous; as far as can be seen, the latter chondrify in contin¬ 
uity with the former. The sphenethmoid commissures are now continuous anteriorly 
with the roof of the nasal capsule, while posteriorly they run back for some distance in 
continuity with the interorbital septum, and merge into the orbital cartilages which 
widen out on either side to form the planum supraseptale. 

In subsequent stages of Anguis (5*2 mm. h-l : fig. 6a, PL 10b) the orbital 
cartilages become more extensive laterally and come to lie in a more horizontal plane, 
forming the wings of the planum supraseptale, which are never very extensive in this 
species. Continuity between the orbital cartilages and the trabeculae is interrupted 
at the level of the optic nerve foramina, where the interorbital septum ends and the 
paired trabeculae pass backwards on either side of the hypophysis to join the basal 
plate. 



Fig. 6. 

A. Anguis fragilis, 5*2 mm. head-length embryo. Graphic reconstruction of anterior endocranial 

brain-case in dorsal view. This reconstruction differs in some respects • (e.g. position of 
basitrabecular processes) from that figured by Zimmerman (1914) of a slightly later embryo. 

B. Chelydra serpentina , 10 mm. head-length embryo. Graphic reconstruction of anterior 

endocranial brain-case in dorsal view. The pila antotica are separate from the rest of the 
orbital cartilages at this stage. In this and other respects the reconstruction shown differs 
from that figured by Nick (1912) of a " ripe " embryo of Chelydra. 

Ip.met., nodule of cartilage possibly connected with pila metoptica at an earlier stage. 
(Ax 22: Bx 18.) 

In these later stages (4-5-5-2 mm. head-length ; PI. 10 a, b) the ectomeninx 
has come to form a rather sharply defined dural membrane around the brain, and the 
mesenchymatous condensation on its outer surface has largely disappeared. The 
perichondrium surrounding the lateral cartilage elements is continuous internally 
with the dura. In the dorsal region the frontals and parietals ossify in membrane 
on the external aspect of the dura, and spread downwards on either side of the brain 
to make contact with the lateral margins of the orbital cartilages. Behind the level 
of the optic foramina, however, the greater part of the side-walls of the brain-case 
are formed only by dural membrane, reinforced by the taeniae marginales and pila 
metoptica, the only orbito-temporal bars present in Anguis (fig. 6 a). 
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The development of fenestrae in the interorbital septum raises certain problems 
of interest, and begins around the 4*5 mm. h- 1 stage (FI. 10a). In Anguis fen. 1 
is incomplete dorsally and the septum in this region is lower and thicker than in 
Lacerta. In the latter species both fen. 1 and fen. 2 appear to arise by resorption 
of cartilage in the trabecular part of the septum, fen. 1 appearing earlier than fen. 2. 
In Anguis, fen 2 arises in the same manner as in Lacerta , while in both species fen. 3 
originates by absorption of the downtumed medial parts of the orbital cartilages 
(PI. 10a, b). In all cases the two layers of the perichondrium which surround the 
disappearing cartilage fuse to form a membranous sheet which fills up the fenestrae. 

The factors responsible for the appearance of these fenestrae have been discussed by 
Rice (1920) in his account of the chondrocranium of Eurneces. He follows the lead 
of Gaupp (1900) in emphasizing the pressure exerted by the developing eyes. The 
fenestrae are, however, present and relatively large in some small-eyed lizards such 
as Annidla (fig. 1 b) and Nessia ; they were also found in the normal situations in an 
anomalous micropthalmie embryo of Lacerta vivipara, where the interorbital septum, 
though lower than in a normal sibling, was well developed. Moreover an unfenestrated 
septum is present in some turtles and in crocodiles where the eyes are relatively as 
large as in many lizards. 

It was thought possible that the appearance of the fenestrae might be related to- 
the development of the extrinsic eye muscles. In adult lizards the superior and 
inferior oblique muscles were found to arise constantly from the membrane tilling in 
fen. 1 (when present) and fen. 2 (see tig. 2). No muscles were, however, observed to 
arise from the membrane of fen. 3, which is by far the most extensive of the three 
fenestrae. The significance of this fenestration remains obscure, and it is probably 
best regarded as being an expression of the same factors which have been responsible 
for the reduction of the floor and sides of the brain-case in lizards. 

Data on the embryonic stages of Sphcnodon and Oocodilia suggest that in these 
forms the development of the brain-case follows the same pattern as in lizards. The 
earliest relevant stage of Sphoiodon in the Rendy collection (tig. 7 c) shows the still 
paired trabeculae connected across the mid line by a mesenchymal ous condensation, 
much as in Anguin. Later stages indicate that, as in lizards, the septum is derived 
from the fusion of the orbital cartilages above with the trabecula communis below, 
and later undergoes secondary fenestration (tig. 7d-f). A single relatively early 
stage (7*5 mm. h- 1) of Crocodilus (tig. 7 a) shows a low broad interorbital septum, 
the lower part of which shows evidences of paired trabecular origin. Subsequently 
the septum becomes high and narrow, as in the late Alligator embryo shown in lig. 5 b. 

Conditions in Testudines appear to differ fiom those in other reptiles in that a 
third cartilaginous element, the intertrabecula, contributes to the interorbital septum. 
The intertrabecula, first observed by Parker (1880) in Chelone , has recently been 
studied in other forms by Pehrson (1945). The origin and significance of this 
structure, and its relationship witli the taenia intertrabecularis which divides the 
kyp°physeal fossa longitudinally in some forms (see de Beer, 1937) are still imperfectly 
understood. 

Pehrson states that the trabeculae are initially separate in the orbital region in 
Dennochelys and Lepidochelys , and similar conditions have been described by Shaner 
(1926) in Chrysemys. Subsequent stages of Lepidochelys show that the trabeculae 
do not fuse to form a trabecula communis, as in lizards, but remain separated by the 
intertrabecula, a longitudinal bar of cartilage which develops from the mesenchymatous 
tissue between the trabeculae. At the 15 day stage of Lepidochelys figured by 
Pehrson the intertrabecula appears as a wedge-shaped structure lying between the 
trabeculae, and is apparently connected above with the dowmturned medial borders of 
the ectomeningeal condensations which later become the orbital cartilages. The 
later growth processes are difficult to follow from Pehrson’s account, and he does not 
discuss the contributions made by the orbital cartilages to the interorbital septum. 
Prom his data and figures it appears, however, that the intertrabeeular tissue grows 
up dorsally between the trabeculae and fuses with the orbital cartilages to form the 
JOTJRN. LINN. SOO.—ZOOLOGY, VOL. XIX 34 
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greater part of the interorbital septum. The trabeculae, separated by the inter¬ 
trabecula, become thinner, and at the 19 day stage form two vertical plates which are 
closely applied to the sides of the lower part of the interorbital septum. Corresponding 
conditions were observed by Pehrson in Chrysemys , but in Dermochelys the anterior 
parts of the trabeculae approach one another more closely and the intertrabecula 
can hardly be recognized as a distinct structure. 

My own stages of Chelydra serpentina are not sufficiently numerous and closely 
spaced to allow the development of the interorbital septum to be followed completely, 
but they appear to confirm the essential features of Pehrson’s account. At the 5-5 mm. 
head-length stage PI. 11a) the intertrabecula appears as a wedge-shaped formation 
sandwiched between the trabeculae, the outer borders of which stain deeper than the 
rest. Dorsally, both the trabeculae and the intertrabecula appear to be continuous 
with the lower ends of the orbital cartilages. At the 6 mm. h -1 stage (PI. 11b) 
the formation of the interorbital septum is considerably more advanced, and the 
skeleton of this region has become caitilaginous and resembles the 19 day stage of 
Lepidochelys figured by Pehrson. The ventral part of the septum still shows the 
ridged appearance described by Pehrson ; the lateral ridges with their darkly staining 
borders (also shown in Pehrson’s figure) presumably represent the remains of the 
trabeculae, while the median ridge is formed by the intertrabecula. Both trabeculae 
and intertrabecula are continuous above with the orbital cartilages, so that it is 
impossible to define their limits at all precisely. The appearance suggests, however, 
that cartilage derived from the intertrabecula has grown up between the orbital 
cartilages to form the central part of the septum. This appearance is perhaps more 
marked in two later stages ( 9 and 10 mm. h- 1 respectively) where the trabeculae 
can no longer be distinguished at all and the interorbital septum is approaching the 
condition of maturity fig. 6b, PI. 11c, d). The different regions of the septum in 
these figures have been labelled to correspond with this interpretation, which must 
be regarded as provisional. 

The significance of the intertrabecula and its possible occurrence in other reptiles 
is discussed by Pehrson. He suggests that the formation of this structure may occur 
during ontogeny in any form where the trabeculae do not fuse to give rise to a trabecula 
communis. In turtles the intertrabecula appears to arise from tissue corresponding 
in position with the mesenchymatous condensation between the trabeculae of other 
reptiles at the stage when these are still paired (e.g. Angvis , PI. 9a : tiphenodon, 
fig. 7 c). It is possible that the subsequent development of this structure is inhibited 
by the early fusion of the trabeculae, as Pehrson implies maybe the case in Dermochelys. 
The intertrabecula has not, however, been observed in snakes where the ehondro- 
cranium remains platy trabic throughout life and where the mesenchymatous condensa¬ 
tion between the trabeculae is particularly well marked. The small nodule of car¬ 
tilage between the trabeculae of a Python embryo might, however, be interpreted 
along the lines suggested by Pehrson (see later). 

The previous observations on the development of the interorbital septum in 
reptiles, incomplete though they are, allow certain generalizations to be made. In 
all the forms considered the chondrocranium is initially platytrabic, and (with the 
modifications described in turtles), becomes tropitrabic later in development. The 
orbital cartilages arise in ectomeningeal condensations, the medial edges of which 
are bent downwards to join the trabeculae. In most forms the interorbital septum 
is derived from only two distinct cartilaginous elements, the orbital cartilages above, 
and the trabeculae below. In most turtles, however, a third element, the inter- 
trabecula, appears between the trabeculae and also fuses with the orbital cartilages, 
probably giving rise to the central part of the interorbital septum. The origin and 
significance of the intertrabecula are obscure. In some forms the interorbital septum 
becomes fenestrated during the course of development; this fenestration is the 
result of secondary absorption of cartilage, and probably occurs at the site of fusion 
between the orbital cartilages and trabeculae. 




Fig. 7.—Transverse sections through mid-orbital region showing development of intororbital 
septum in crocodiles, birds and rhynchocephalians. 

iJrocodUua niloticus , embryo, 7-5 mm. head - length. Orbital cartilages have fused with 
trabeculae, but not completely with each othor, so that upper part- of septum is still paired 
(cf. fig. 5 b of a 26 mm. fc-1 Alligator embryo. 

B. Passer sp., embryo. Procartilaginous interorbital septum continuous above with ectomeningeal 
condensation, one part of which appears to be procartilaginous. 

<X Sphenodon punctatum , embryo, Dendy stage P.39 a. Procartilaginous trabeculae still paired, 

and continuous above with ectomeningeal condensation. 

D. Sphenodon, embryo, Dendy stage PQ.50 a. Trabeculae and orbitui cartilages fusing to 

form septum. 

E. Sphenodon , embryo, Dendy stage R.144. Interorbital septum high and narrow. Orbital 

cartilages completely fused. 

F. Sphenodon, embryo, Dendy stage R.141. Appearance of fenestra 3 by secondary resorption 

of septal cartilage, as in Anguis (PI. 10a, b). 

cond*, ectomeningeal condensation foreshadowing appearance of orbital cartilage (or, c.)* 

34* 
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3. Aves. 

The avian brain-case appears to be a specialized derivative of the archosaurian 
pattern. The chondrocranium is highly tropitrabic and a well developed interorbitai 
septum is present , which is ossified in most forms, though it may undergo pneumatisa- 
tion (as in Strix, fig. 5 a). The complex ossifications which develop in the septum 
probably include both septosphenoid and presphenoid elements. Since these 


trc 
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A. The amphisbaenid Trogonophis weigmanni , adult. Reconstruction of floor of brain-case 

seen from above. The optic nerves pass through foramina in the orbitosphenoidsj (ors.y 
See also fig. 9 d. ( x 28.) 

B. The burrowing snake RMnophis philippinus, adult. Reconstruction of floor of brain-case 

seen from above. The optic nerves pass dorsal to the parabasisphenoid (pate), through 
foramina in the frontals. See also fig. 9i, J. ( x 32.) 

Trabeculae shown in black. Levels of section in Fig. 9 shown. 

ossifications only exist as separate bones for a short time during the life of the 
individual, appearing late in, ontogeny and losing their sutural boundaries before 
adult life, their interpretation is difficult and does not appear to be well understood 
(see de Beer, 1937, for review of literature). 









A'SD INTERORBITAL SEPTUM OF SAl ROPS1DA 


499 


The work of cle Beer and Barrington (J934) on Anas shows that at one stage of 
ontogeny the orbital cartilages are extensive, resembling the condition in crocodiles. 
Subsequently, however, these cartilages undergo marked regression and no longer 
support the olfactory nerves, which in the adults of most birds pass through the 
orbits, grooving the septum on either side (e.g. in Strix, fig. 5a). Such changes are 
probably associated with the development of very large eyes and reduction of the 
olfactory system. Only in Apteryx among living birds is the interorbital septum 
absent; in this nocturnal form the eyes are small, and the nasal capsule which extends 
back between them is correspondingly larger (T. J. Parker, 1891 ; de Beer, 1937). 

As in reptiles the ehondrocranium is initially plafytrabic, but a single embryonic 
stage of Passer (fig. 7 b) shows the trabeculae* fused to form a high interorbital sept um 
which is still procartilaginous. The orbital cartilages in this specimen are represented 
only by mesenchymatous condensations similar to those in the 3-3 mm. Ji-] embryos 
of Angitis, No adequate study of the development and ossification of the interorbital 
septum in birds appears to have been made. 

4. A mph ishaenidae . 

This group of highly specialized burrowing reptiles has generally been referred to 
the suborder Sauna (e.g. Camp, 1923; Romer, 1945). Zangerl (1944), however, has 
suggested as a result of his osteological studies that this group is not closely related 
either to lizards or snakes, but should be placed in an order of its own. 

Embryological staged of amphisbaenids have never been examined, and the nature 
of the different elements of the brain-case must be deduced from adult anatomy. 
♦Serial sections through the heads of two specimens of Trogonophis weigwanni (figs. 
8 a, 9 b-f), and through t he orbital region only of an example of A mphisbae.na fuliginosa 
(fig. 9a) were available. They form the basis of the following account. 

In the nasal region the trabeculae are fused to form a nasal septum, as in 
Squamata, but further back no interorbital septum in the true sense is present, as 
was noted by Fischer (1900). As in burrowing snakes such as Typhlops (fig. Id) 
and Rhinophis (fig. 9o, etc.) the whole width of the brain and parts of the nasal 
cavities intervene bet ween the two orbits. The trabeeu lae, which remain cartilaginous 
in the adult, are fused in the orbital region to form a single trabecula communis 
situated between the upper borders of the funnel shaped palatines (fig. 9b). Im¬ 
mediately above the trabecula communis in the floor of the cranial cavity at the 
posterior orbital level is a bone consisting of two slightly upturned lateral wings 
meeting in the midline to form a broad ventral keel (figs. 8 a, 9 a, c ; a similar condition 
is shown in Monopeltis by Kritzinger, 1945). Further hack the optic nerves pass 
between the wings and the keel to enter the cranial cavity as has been previously 
described. Behind this level first the wings and then the keel terminate abruptly 
(fig. 8 a). At the level of the optic foramina, a slender rod, regarded as the para- 
sphenoid rostrum, appears in the midline beneath the trabecula communis and is 
continuous posteriorly with an extensive ossification which surrounds and invades 
the trabeculae as in other reptiles (fig. 9 f). 

There can be little doubt that Zangerl’s interpretation of this region is essentially 
correct, and that the two lateral wings of the bone first described represent the fused 
orbitosphenoids, ossified in the two halves of the planum supraseptale. The relation¬ 
ship of the optic nerves to these elements (which was not described by Zangerl) would 
in itself, seem to render this interpretation certain. 

The identity of the keel between the two orbitosphenoid wings is, however, less 
obvious. Zangerl states that in amphisbaenids generally the parasphenoid does not 
carry a rostrum, and that in its place is a slender element in front of the basisphenoid 
which he regards as a presphenoid. Study of his figure of A . fuliginosa suggests 
that his presphenoid corresponds in position with the keel described. The relationship 
of this structure to the optic nerves in Trogonophis suggests that it represents an 
ossification of the dorsal part of the trabecula communis (or posterior extension of 
the interorbital septum) which lies immediately below the optic chiasma in lizards 




For legend eee p. 601.] 
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(figs. 2, 9m), the ventral part of the trabecula communis remaining unossified. In 
this case it can be regarded as a presphenoid, as Zangerl suggests. The difficulty of 
accepting this interpretation lies in the relationship of this keel to the unossified 
parts of the paired trabeculae (tig. 9 e). The presphenoid is, by definition, a 
trabecular ossification but at this level the trabeculae remain cartilaginous into 
adult life and lie on either side of the keel, so that it is difficult to see how they could 
have contributed to the latter ossification. Nor does it seem likely that the keel 
could have arisen as an anterior extension of the basisphenoid (as Rest even, 1941, 
suggests is the mode of development of the bone usually regarded as the parasphenoid 
rostrum in Sauropsida) since it is not continuous with the basisphenoid posteriorly. 
Another possibility is that the whole element in question corresponds with the 
orbital cartilages of lizards, the wings representing the ossified planum supraseptale, 
and the keel the downturned medial edges of the orbital cartilages which in lizards 
contribute to the interorbital septum.* It may be noted that if this homology is 
correct the optic nerves pass through foramina in the orbitosphenoids, and not 
between orbitosphenoids and presphenoid (as in mammals), or between orbital 
cartilages and trabecula communis (as in lizards). The possibility of an intertrabecular 
ossification (see conditions in turtles) must also be borne in mind, it is clear that 
no complete interpretation of the amphisbaenid brain-case can be made until suitable 
embryonic stagey are available*. Why the trabeculae, alone among the brain-ease 
elements, should fail to ossify in these strange reptiles, is, of course, a matter for 
question (se t* addendum). 

There seemed no difficulty in recognizing a parasphenoid rostrum in Trogonophis t 
in spite of ZangeiTs statement to the contrary This is present in the usual reptilian 
position beneath the trabecula communis (fig. 9r>), and becomes continuous with the 
basisphenoid behind, forming a para basisphenoid. The latter widens out posteriorly 
and becomes flattened (fig. 9 k), and, as in lizards it carried basitrabecular processes 
which articulate with the pterygoids by meniscus cartilages. Laterosphenoids are 
also present above the trigeminal ganglia, as described by Zangerl. 

The Amphisbaenidae possess a well ossified endocranial brain-case, which, though 
limited to the ventral aspect of the cranial cavity, is, as Zangerl points out, quite as 
well developed as in salamanders, extending both in front of, and behind, the optic 
foramina. In this respect the group is peculiar among living reptiles, and can, in 
particular, be sharply distinguished from both Sarnia and Serpentes. 

It may be objected that this feature constitutes a burrowing adaptation of little 
phylogenetic significance. Comparison with burrowing lizards such as AmiirUa 
and burrowing snakes such as Rhinophi* % however, does not support this objection. 
In those forms, as in amphisbaenids, strength of the skull has been provided by 
the massive structure of the dermal bones and by the presence of interlocking sutures 
in the cranial roof. In neither the lizards nor the snakes, however, is there any 

* This interpretation 1ms boon followed in the lettering to fig. 9 a-f. 


Flo. i). 

A. Amphisbaenu jnliginom, adult. Transverse section through fused orbitosphenoids at mid- 

orbital level. ( x 12.) 

B. Troqunophi# weigmanni, adult. Transverse section through head at mid-orbital level (see* 

fig. Ha). ( X 21.) 

C'-F. Trogottophi*. Series of transverse sections showing floor of brain-case at higher magnification 
than B. Levels are shown in fig. Ha. ( x 30.) 

Cl. Bhiuophi* philippinttfi. adult. Transverse section through head at mid-orbital level (see 
fig. 8 b). ( x 32.) 

H-J. Bhinophi*. Series of transverse sections showing floor of brain-ease at higher magnification 
than G. Levels are shown in fig. 8 b. (x50.) 

K- M. The pygopodid lizard Lialis burtoni, adult. Transverse sections through anterior brain- 
ease showing relationship of endocranium to frontals and parietals. (xll.) 
ors.k, ors.w, orbitosphenoid keel and wings. 
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tendency to ossify the interorbital chondrocranium. The presence of such ossification 
in the Amphisbaenidae would seem to justify Zangerl’s view that this group should 
receive a more distinct taxonomic status.* 

,5. Serpentes. 

The orbital brain-case of snakes differs widely from that of the reptiles previously 
described. The nasal region is on the whole similar to that of lizards with a high 
nasal septum formed from the fused trabeculae. The latter do not fuse in the orbital 
region, however, and the chondrocranium remains platytrabic throughout life. The 
resulting prominence and disposition of the trabeculae is most characteristic (see 
figs. 1e, 9g-j, PI. 10c, e), and it is perhaps hardly surprising that these structures 
were first discovered in a snake (Rathke, 1839). 

As compared with most lizards there appears to have been some relative shortening 
of the anterior part of the skull in snakes, and this, combined with the presence of a 
ductus nasopharyngeus is responsible for the extension of the nasal sacs back to the 
mid-orbital level (fig. 1 e, f). This condition is approached, however, by certain 
lizards and by amphisbaenids. In the Typhlopidae (fig. 1e: Haas, 1930) this 
telescoping of the front of the head has been associated with extreme reduction of the 
eyes, so that a section through the middle of the orbits passes through the trabecula 
communis and not through the paired trabeculae, as in other snakes. 

Apart from the trabeculae, no other elements of the endocranial brain-case are 
present in the orbital region of adult snakes. In embryos, however, the mesenchy- 
matous condensation around the ectomeninx is well developed, and from this a band 
of cells stretches down in the midline to blend with the condensation around the 
trabeculae as is shown in PI. 10 c of an 8 mm. head-length Natrix embryo. This 
condensation was apparently described as a membranous interorbital septum by 
Gaupp (1906) in a Natrix embryo of similar age. 

Parker (1879) described and figured a pair of small unfused orbitosphonoids 
situated apparently in the lower parts of the ectomeningeal condensation of a Natrix 
embryo, and remarked that these were ‘ In that arrested chondrocranium mere 
patches of what is seen in Lacerta ’. Peyer (1912), Brock (1930) and Backstrom 
(1931) all reported their inability to find traces of endocranial elements in this region 
in embryos of Vipera axpix , Leptodeira hotamboia and Tropidonotus (Natrix) natrix 
respectively. Recently, however, Parker’s findings have been partly confirmed by 
Bellairs (1949a) who figured and briefly described a pair of cartilaginous nodules above the 
trabeculae at mid-orbital level in a 7-2 mm. embryo of Vipera berm. These structures 
were not present in the earlier and later embryonic stages of this species available, 
and it seems likely that they are only present for a short period in the life of the 
embryo. Another example of an endocranial rudiment in this region is shown in 
PI. 10e of a section of a 12 mm. head-length embryo of Pythonmolvrm . Hereasmall 
nodule of cartilage can clearly be seen in the midline above the paired tral>eculae, 
and is situated in the region corresponding with the position of the k membranous 
interorbital septum * observed by Gaupp in his Natrix embryo. 

While it appears very probable that these cartilaginous nodules represent rudiments 
of the saurian orbital cartilages, the possibility that the structure shown in the python 
embryo might correspond with the intertrabecula described by Pehrson in turtles 
cannot be entirely excluded. In the python, however, this nodule is quite distinct 
from the trabeculae and appears to be undergoing regression, whereas the ohelonian 
intertrabecula is intimately fused with these structures during the early stages of 
chondrification. Moreover, the nodule in the python embryo is situated between 

* The danger of assessing phylogenetic relationships on the basis of isolated morphological 
features is well known, and Zangerl’s original view (1944) denying the Amphisbaenidae any close 
relationship with lizards and snakes seems too extreme. In a later paper on the post-cranial 
skeleton (1945), Zangerl suggests that the group should be placed ‘ incertae sedes ’ with the 
Squamata. The numerous resemblances between the vomeronasal apparatus and palatal 
morphology of amphisbaenids and lizards suggest that the former, if not lizards, are at any rate 
allied to them. 
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~the dorsal parts of the trabeculae only, and does not extend downwards between 
them as does the intertrabecula in Lepidochely m and Chelydra (PI. 11 a, b). Itseemsmore 
likely, therefore, that the first explanation is correct, and that this spicule of cartilage 
in the python embryo corresponds with the fused pails of the orbital cartilages in the 
lizard (i.e. the upper part of the interorbital septum) ; the paired nodules in the 
viper may be regarded as unfused rudiments of the orbital cartilages, as w as originally 
suggested. On this interpretation, the endocranial side-walls of lizards would have 
some parallel in the embryos of snakes. 

Later embryonic stages of Python were not available, but rudiments of orbital 
cartilages were searched for unsuccessfully in serial sections of a number of embryos 
of different species, including several stages of Xatrix rvatrix, and of adults or subadults 
of a number of forms generally regarded as primitive (see terminal list). 

The morphology of the posterior part of the orbitotemporal side wall in snakes is 
not entirely understood (see de Beer, 1937) and was not studied in this investigation, 
although it is hoped to attempt this problem later. The existence of laterosphenoids 
is very doubtful. As Peyer (1912) has pointed out, the endocranial brain-case 
throughout the orbito-temporal region has been entirely replaced by downgrowths 
from the frontals and parietals, w r hieh completely surround the brain in all snakes 
(see tigs. 1 i>. e. 9 v , etc.). It is of some interest that the parietal downgrowths ossify 
later during ontongeny than the frontal downgrowths. The phylogenetic significance 
of these features of the ophidian skull will be discussed later. 

The parasphenoid rostrum is present in snakes ; the w ings and body are absent, 
or, at any rate, cannot be distinguished from the basisphenoid. The identity of the 
rostrum seems certain ; in Xatrix Matrix and Vi pern her us it ossifies from an indepen¬ 
dent centre beneath the trabeculae, and sends up a lamella of lame between them 
(Baekstrom, 1931 : personal observations). This ossification later grows backwards 
to fuse with the basis] >henoid. forming a para basisphenoid. The trabeculae lie on 
either side of the rostrum, and are exposed on the ventral surface of the skull for part 
•of their length. The posterior ends of the trabeculae ossify to contribute to the 
basisphenoid, and their persistent cartilages are received in bony canals as in lizards 
and amphisbaenids. In some snakes, especially some rather primitive forms such as 
Rhinophis philippinus (tigs. 8b, 9g-j) and Eryx conic u *, the vertical lamella which 
passes up from the parasphenoid rostrum between the trabeculae is large and projects 
forwards dorsally for a short distance above the trabecula communis. Further back 
between the paired trabeculae the upper edge of the rostrum bears two short wings 
which are closely related to the fronto-parietal downgrowths (tig. 9h). The appear¬ 
ance of the bone in this region, consisting as it does of two lateral wrings and a keel, 
is rather similar to that of the fused orbitosphenoids of amphisbaenids (compare 
fig. 9 h of Rhinophis with 9c of Trogomphis and 9 a of Atnphishoena fi 1 ligiuosa ). 
This similarity suggested that the element usually regarded as the parasphenoid in 
snakes might in fact represent (or at least include) the fused orbitosphenoids. Study 
of the relationship of the optic nerves to this element , however, clearly demonstrates 
that the bone in snakes is correctly identified as the parasphenoid. Jn Rhinophis 
(figs. 8 b, 91, J) the optic nerves pass dorsal to the element in question through foramina 
in the frontals. In amph isbaenids, on the other hand, the optic nerves pass between the 
"wings and the keel of the element regard ed as the fu sed orbit osphenoid s, a s h as previously 
been described. In 1Rhinophis and other snakes the ophthalmic nerves pass with 
the opic nerves through foramina in the frontals, or between the frontals and 
parietals, and then pursue an extra-dural course back to the trigeminal ganglion. In 
amphisbaenids and lizards, however, the ophthalmic nerves remain external to the 
brain-case, passing backwards on either side of the keel or the septum to reach the 
ganglion. In lizards this structure lies in the cavum epipterieum : in amphisbaenids 
the epipterygoid is not present but the trigeminal ganglion lies outside the cranial 
cavity, on the external asj>eot of the laterosphenoid, which constitutes the endocranial 
side-wall in this region. In snakes the loss of the endocranial wall and the develop¬ 
ment of fronto-parietal downgrowths has resulted in the disappearance of the cavum 
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epiptericum, which is presumably represented by the space between the dura and the* 
parietal downgrowths. 

The extrinsic eye muscles of snakes have not been adequately described. These* 
muscles arise from the connective tissue sheath which surrounds the trabeculae and 
parasphenoid rostrum and in some cases pass through the substance of the Harden an 
gland (fig. 1e). No instance of their attachment having been transferred to the 
fronto-parietal downgrowths could be found. The retractor bulbi group of muscles 
is apparently absent . 


Discussion. 

From the previous account it will be seen that in the most primitive tetrapods the 
endocranial brain-ease was ossified as far forwards as the nasal capsule, and formed 
a complete investment for the brain and olfactory nerves. The chondrocranium was 
apparently tropitrabic, the orbits being separated by a septum which in the adult 
formed part of the sphenethmoid ossification. Subsequent modifications of this 
primitive pattern have fallen into two distinct trends : (1) a progressive reduction 
of the endocranial skeleton of the anterior brain-case, followed in some cases by a 
compensating development of the membrane bones of the cranial roof, and (2) a 
sinking down of the brain-case between the orbits with reduction and loss of the 
interorbital septum, generally associated with failure of the trabeculae to fuse behind 
the nasal region. 

Both these trends have occurred, apparently by parallel evolution, among several 
groups of amphibia, including the ancestors of all the living orders. The second of 
these trends does not appear to have been evident in those forms near the line of 
evolution leading to reptiles. At an early stage in reptilian history, however, the 
replacement ossifications of the anterior brain-ease becairff reduced. This tendency 
has been most marked among the lizards and snakes where the chondrocranium also 
has undergone reduction; it is least apparent in the archosaurs ami their avian 
descendants, and in the Amphisbaenidae. In the case of the amphisbaenids and the 
birds we are faced with the alternatives of supposing either that they were derivel 
from forms in which the endocranial ossifications had not undergone extensive 
reduction, or that these ossifications have actually been re-developed. > 

The changes in the pattern of the chondrocranium may now be discussed ; they 
appear to have considerable bearing on certain problems of squamate evolution. 
The most primitive reptiles apparently inherited the tropitrabic condition from their 
labyrinthodont ancestors, and a tropitrabic chondrocranium is characteristic of most 
modern reptiles, where it is usually associated with the presence of an interorbital 
septum. The latter structure is derived during ontogeny from the fusion of the 
orbital cartilages above with each other and with the trabeculae below. In turtles 
an additional cartilaginous element, the intertrabecula, contributes to the interorbital 
septum in the embryo, biit the adult condition resembles that of other tropitrabic 
forms. 

Two groups of modem reptiles, the Amphisbaenidae and the Serpentes, have 
departed from the primitive condition. In the Amphisbaenidae the chondrocranium 
has remained tropitrabic, for the trabeculae, and apparently the orbital cartilages 
also, are fused in the midline in the orbital region (fig. 9b, etc.). The great reduction 
in eye size, however, is associated with a change in the relative position of the cranial 
cavity, which has sunk down between the orbits so that these are no longer separated 
by a septum. In the snakes the level at which the trabeculae fuse to form a trabecula 
communis has apparently shifted forwards so that the trabeculae are paired throughout 
the greater part of the orbital region (figs 1 e, 9 H-J, etc). The condition in the 
specialized burrowing snake Typhlop# (fig. Id) where the trabecula communis 
appears at the mid-orbital level has already been described. 

Gaupp (1900) regarded the presence of the interorbital septum as being related to* 
the sizes and positions of the principal structures in the vicinity : the nasal capsule,, 
forebrain, and above all, the eyes. In Sauropsida where the interorbital septum is 
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most extensive, as in the birds and chamaeleons, the eyes are very large, and the 
nasal capsule and olfactory lobes do not encroach cm the interorbital region. In 
lizards where the septum is low such as AV.s sin and Anniella , and in amphisbaenids 
where the interorbital septum in tlx* sense defined does not exist, the eyes are reduced 
and the forebrain and parts of the nasal capsule lie between the orbits. In snakes 
the orbits are relatively large in many forms, and air only partly separated by tin* 
cranial cavity and ductus nasopharvngeus (fig 1 e). The interorbital septum, 
however, is entirely absent, and except in Typhlops (tig. Id) and perhaps in allied 
forms, the trabeculae are paired in the mid-orbital region. As Brock (1941) has 
observed, this feature appears to constitute a sharp distinction between snakes and 
all lizards where the chondrocranium is known. 

The conditions just described must be considered in any discussion of ophidian 
phylogeny, which, in the absence of paleontological data, must mainly be based on the 
structure and development of living forms. Camp (192H) suggested that the snakes 
were derived from forms related both to the fossil mosasaurs and to the varanid 
lizards*. This observation was based on cert am resemblances shown by the cranial 
anatomy of snakes and varanids (the presence of a long retractile tongue, frontal 
downgrowths encircling the olfactory lobes), and on similarities exhibited by other 
structures: vertebrae, hemipenes. 

A comparison between certain features of the cranial anatoms of snakes and 
varanids has been given elsewhere (Belluir>, 1949b), but certain criticisms of Camp’s 
view may be advanced here. The long retractile tongue of varanids. together with the 
vomeronasal organs with which it is functionally associated, undoubtedly resemble 
the corresponding ophidian structures A tongue of similar appearance, however, 
is found in the teiid lizard Tupinamhis. and tlx* vomeronasal organs of amphisbaenids 
are very like those in snakes The presence of frontal downgrowths has been described 
in many lizards besides Varatnts^ and is of ambiguous phylogenetic significance. The 
endoeranial brain-ease of Varan w s {tig 2) is typicalh saurian , the interorbital septum 
is well developed ami the lateral cartilages, though less extensive than in Lamia , 
are better developed than in Antjuix. Annivlla or A rant las. Finally, the retractor 
bulbi group of eye muscles is well developed in Varan ns, and as in Lyfjosoma (see 
fig. 2) extends far back into the dee]) hypophyseal fossa (Save-Sodebergh, 1940). 
In snakes this group of muscles appears to be absent, and the hypoyhvseal fossa 
is relatively shallow. 

Since the varanids ha\ebeenshowntohear lit tie significant resemblance to snakes ill 
so far as the structures considered in this invest ignt ion are concerned, it seems desirable 
to examine* conditions in other groups of lizards. Such examination suggests that 
those forms whose cranial osteology most nearly resembles that of snakes are the 
specialized burrowing lizards such as A coni ins, Sessm and An nulla. These lizards 
exhibit a number of striking similarities with burrowing snakes, so that Broc*k (1941) 
has observed that ‘ The burrowing lizards and burrow ing snakes form an intermediate 
series which completely bridge the gap between the typical lizards anel specialized 
snakes While it is clear that the features considered are of adaptive significance 
their occurrence even in surface-living snakes is also suggestive of a truephylogentie 
affinity. Such a possibility was envisaged by Brock in her study of the skull of 

* In his classification, (’amp (1923) splits the Suborder Kauris into two mam Divisions, the 
Ascaiabota and the Autarchoglossa. The latter contains the section Anguimorpha, a group 
which includes the Platynota, comprising the Superfamilics Varanoidea A araiudae and some 
extinct relatives, Aigialosauridae and Dolichosaundae) and Mosasaiiroidea. ( amp stresses the 
affinities of the Serpentes with the Anguimorpha in general, and suggests a particular relationship 
with the Platynota. He states (p. 359) * I cannot regard the Serpentes as anything but highly 
modified anguimorphine lizards near the platynotid stock '. In his phylogenetic chart (p. 333) 
he shows the snakes as derived from a branch of the same stem as gave rise to the varanids and 
other plat y not ids, the precise relationship between Serpentes and Platynota being indicated as 
uncertain. This concept is expressed more emphatically by Homer (1945, p. 208) who writes 
that the snakes were ‘Obviously derived from varanid types . The criticisms given above do 
not apply to the assumption of a general relationship between the snakes and the Anguimorpha, 
but only to the view that the former have specially close affinities with the \ aranidae. 
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Acontias. She suggests that apart from the modification of the jaws in snakes, 
the remaining characteristics of the ophidian skull such as the cranial box formed 
from the frontal and parietal downgrowths, the 'width of the orbito-temporal region 
and the absence of the temporal arcades are all associated with a subterranean 
existence. 

Comparison between a burrowing lizard such as A nniella (fig. J b) and a burrowing 
snake such as Typhlops (fig. I d) suggests certain evolutionary possibilities. A 
continued diminution of* the size of the eyes beyond that in A nniella, associated with 
loss of the orbital cartilages, a further reduction in the height of the trabecular part 
of the interorbital septum and an increase in the extent of the paired parts of the 
trabeculae at the expense of the trabecula communis, would result in a condition not 
unlike that of Typhlops* Such a tendency lias apparently occurred in Acontias 
where the interorbital septum is lower and the orbital cartilages have been even 
further reduced than in AnnieMa. Acontia* also shows a closer approximation to 
the ophidian condition in that downgrowths from the parietals, as well as from the 
frontal,s, are described by Brock. These downgrowths must have been developed 
at some pericxl during the evolution of snakes, and although their presence is not 
restricted to burrowing forms it has been shown to be characteristic of them. At 
all events, this feature could be interpreted equally well as evidence for the derivation 
of snakes from a burrowing ancestor as from a typical member of the surface-living 
genus Varanus. 

Conditions in the Ampliisbaenidae deserve mention in this context. The general 
•disposition and relationships of the eyes, cranial cavity and trabeculae resemble 
those in burrowing snakes, and these forms might be adduced as representing a 
transitional stage between burrowing lizards such as Acontias and burrowing snakes. 
The presence of ossified endocranial side-walls and the extra-cranial course of the 
ophthalmic nerves, however, alone show that the amphisbaenids could have had no 
place in the direct line of ophidian phylogeny. They can perhaps be regarded as a 
group which has independently approached the ophidian type of organization in 
many ways. 

The possible course of evolution previously outlined is in accordance with the 
views expressed by Brock (1941) and Mali end r a (1938) who regards the Lepto- 
typhlopidae and Typhlopidae as being nearer to the ancestors of snakes than any other 
living forms. Both these workers based their conclusions largely on features 
'exhibited by the ossified skeleton. A more vigorous exposition of the theory that the 
snakes were derived from burrowing ancestors has been advanced on other grounds 
by Walls (1942, etc.) who apparently reached this conclusion without reference to 
the work previously cited. This view has previously been discussed by Bellairs and 
Boyd (1947) and need not be recapitulated at length here. Wall’s theory presupposes 
some degree of reversibility of evolution. He postulates that the snakes were 
derived from ancestors in which the eyes had undergone marked degeneration in 
association with burrowing habits. He suggests that after thorough adaptation to 
fossorial life had occurred the majority of snakes emerged from their subterranean 
habitat and succeeded in establishing themselves in a variety of ecological situations 
above ground. Their eyes became re-enlarged and regained a high degree of func¬ 
tional efficiency, but they still retain evidences of their erstwhile degeneracy; 
notably the brille or spectacle, and a number of peculiarities of their intrinsic elements. 
The explanation of these features involves assumption of reversibility of evolution 
in some, but not in all cases. The loss of the retractor bulbi musculature might be 
regarded as additional evidence for Walls’ view. 

* Burrowing specializations have been evolved independently by members of several saurian 
and ophidian families. It is not suggested that the Scincidae and Anniellidae were necessarily 
near the line of evolution to snakes, nor that the Typhlopidae represent the ancestral group from 
which other snakes have been derived. The forms cited, however, are probably more specialized 
for burrowing life than any others of which the chondrocranium is known. They have, therefore, 
been used as examples to illustrate an evolutionary trend which might conceivably have taken 
plaee. 
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The course of evolution outlined might provide some explanation for the platy- 
traby of snakes, but it would be necessary to assume that the reversible changes 
were confined to the eyes and did not affect the skeleton. Once a condition like- 
that in Typhlops had been reached where the interorbital septum had been reduced 
to a trabecula communis, a slight increase in eye size unaccompanied by any change 
in the level of trabecular fusion would result in the typical ophidian state where 
the chondrocranium is platytrabie at mid-orbital level. This condition is present 
in Rhinophis (fig. a form only slightly less adapted to burrowing life than 

Typhlops. 

Tin* implications of such a theory may be stressed. Jt would be necessary to 
suppose that many of the burrowing specializations described in a form like Typlops 
constitute features which are actually primitive for the whole order Serpentes. This 
view, with its assumption of orthogenesis for certain characters associated with 
reversibility of evolution in the case of some others is difficult to accept without 
further evidence. On the basis of the characters considered in this paper alone, 
however, it provides at least a plausible account of ophidian phylogeny. The origin 
of snakes can only be determined with any certainty by paleontological findings. 

In the absence of such data, the theory that the snakes have been derived from 
burrowing ancestors deserves serious consideration. Syeh consideration should, 
however, be based on a far wider range of morphological characters than have been 
studied in this paper. 

Summary. 

1. The anterior brain-case is defined as that part of the skull formed by cartilage 
or bone, Mhieh lies between the nasal capsule in front, and the basal plate and otic 
capsule behind, in all let raped s this includes both membrane bones and endocranial 
elements ; the enibryological components of tin' latter are described, and an account 
of the platytrabie and tropitrabie types of chondroerania is given. 

2. The morphology of this region throughout the tetrapod series is briefly 
reviewed. In primitive forms such as the early embolomerous labyrinthodonts, the 
endocranial parts of the anterior brain-ease were ossified, and conformed to the 
tropitrabie typo with an interorbital septum. In some groups including the modem 
amphibia this ossification was reduced and the brain-case also became platytrabie. 

3. The endocranial ossifications of the anterior brain-case were reduced at an 
early stage in the evolution of most groups of reptiles. This trend has been most 
marked in the Squamata, and is least apparent in the amphisbaenids, and in the 
arehosaurs and their avian descendants. In some forms compensation for this 
endocranial reduction was provided by downgrowths from the frontals and parietals. 

4. In most modern reptiles the tropitrabie type of chondrocranium has been 
retained, and an interorbital septum is present. 

5. The ontogenetic development of the interorbital septum from the trabeculae 
and other structures has been investigated in reptiles. At an early stage in ontogeny 
the trabeculae are paired in all forms. In Sauria, Rhynehoeephalia and Orocodilia 
these structures fuse later to form a trabecula communis. In most Testudines the 
trabeculae fuse with a median bar of cartilage, the intertrabecula, which develops in 
the mesenchymatous tissue between them. The trabecula communis or (in turtles) 
the trabeculae and intertrabecula then fuse with the medial parts of the orbital 
cartilages to form the interorbital septum. In Sphenodon and lizards the septum 
subsequently undergoes secondary fenestration. 

6. In snakes and amphisbaenids conditions differ from those in other living 
reptiles. In adult snakes the brain-case in the orbital region consists only of the 
trabeculae which remain paired at this level. Structures regarded as rudimentary 
orbital cartilages are described, however, in snake embryos. In Amphisbaenidae the 
trabeculae fuse but no true interorbital septum is present. A provisional interpreta¬ 
tion of the lateral elements of the amphisbaenid endocranium is given. These 
elements are well ossified, and this feature would seem to warrant a more distinct 
taxonomic status for the group. 
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7. The characteristics of the brain-case in Squamata are considered with special 
reference to their bearing on the origin of snakes. Certain differences in the cranial 
morphology of varanids and snakes are discussed, and it is suggested that a varanid 
origin of snakes should not yet be regarded as certainly established. The possibility 
that the snakes might have been derived from burrowing ancestors is discussed. 

I am grateful to Prof. J. D. Boyd for his helpful criticism and continued interest 
in this work. 

Reptilian Genera Examined. 

Serial sections through the orbital region of members of the following genera 
were available. Unless otherwise indicated, each generic name refers to a single 
post-natal specimen. Where more than one specimen was examined, the number is 
shown in brackets after the generic name. Embryonic stages showing the chondro- 
cranium are indicated by the letter E after the generic name ; the number of successive 
stages examined is also shown. 


Rhynchocephalia . Sphenodon (4E). (Bendy Collection). 

Testttdines . Testudo , Caretta (IE), Chrysemys (IE), Chelydra 

(4E). 

Crocodilia . ( ■ rocodilus (1 E), A lligator (3 E). 

Sauria . Varanidae. Varan us (2). 


Lacertidae. Lacerta (2), Lacerta (10E). 

Anguidae. Auguis (2), Anguis (12 E). 

Agamidae. Calotes (4E), A gam a. 

1 gu anid ae. A nolis. 

Geckonidae. Hemidactylus (2), He mi dactyl us 
(3E). 

Tarm tola, Stenodactylus , Ptenopus , ( 'oleonyx, ('nemaspis. 


Rh iptoglossa. f'hamaeleo (2 E). 

Scincidae. ('h abides. Chair ides (IE), 

Alahvia, Nessia. 
Anniellidae. Annidla (2). 

Pvgopodidae. Lialis (2). 

Amphisbaenidae . Amphisbaenu, Trogonophis (2), Rhine.urn. 

Serpentes . Typhlopidae. Typhlops (2), Typhlops (IE). 


Anilidae. Cylindrophis (2). 

Uropeltidae. Rhinophis . 

Xenopeltidae. Xmopellis. 

Boidae. Constrictor , Python (2E), 

Trachyboa (IE), Eryx. 

Colubridae. Nairix, Natrix (4E), Tham- 

nophis, Elaphe (IE), Homa- 
lopsis (IE), Bnngarus , Tham- 
nophis (IE). 

Viperidae. Bitis (IE), Viper a (2), Vipera ((> E). 

Addendum. 

Since this paper has gone to press, sections through the heads of the iguanid 
lizard Anolis equestris and the amphisbaenid Rhineura floridana have become 
available. In Anolis the wings of the planum supraseptale extend dorsallv around 
the long slender olfactory lobes, so that the latter are more completely enclosed by 
•cartilage than in most other lizards. The posterior part of the planum and the pila 
metoptica are very massive, and the latter are partly ossified. In Rhineura the 
condition of the orbitosphenoids is very similar to that in the other amphisbaenids 
•described, but the trabecula communis is ossified forwards to the ethmoidal region, 
-and is fused with the orbitosphenoids. 
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Abbreviations to Figures and Plates. 


add.m. adductor mandibulae muscle. 

a. pr.bs. anterior process of basisphenoid. 

b. c.f. basicranial fenestra. 

bs. basisphenoid. 

btp. basitrabecular process of basi¬ 

sphenoid. 

car. f. foramen for internal carotid artery. 

c. hyp. cartilago hypochiasmata. 

cond: ectomeningeal condensation. 

con.s. conjunctival space. 

d. J.o. duct of Jacobson's organ. 

d.n.p. ductus nasopharyngeus. 

do.s. dorsum sellae. 


du. 

dura mater. 

ec.c. 

ectochoanal cartilage . 

eept. 

ectopterygoid. 

/. 1. 2, 3. 

fenestrae 1, 2, 3 in interorbital 


septum. 

fb. 

forebrain. 

Ml/. 

fenestra olfactoria. 

fr. 

frontal. 

fr 

frontal downgrowth. 

Hd.gl. 

Harder ian gland. 

hyp. 

hypophyseal fossa. 

i.o.b. 

inferior oblique muscle and attach- 


ment. 
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Abbreviation to Figures and Plates ( coni .). 


i.o.a. 

interorbital septum. 

i.r. 

inferior rectus muscle and attach¬ 
ment. 

itr. 

intertrabecula. 

J.O. 

Jacobson's organ. 

ju. 

jugal. 

la.d. 

lachrymal duct- 

la.gl. 

lachrymal gland. 

fas. 

latoroHphenoid. 

I.r , 1.r\ 

lateral rectus muscle and attachments 

M.c. 

Meckel’s cartilage. 

men. 

hasitrabecular meniscus cartilage. 

m.r , m.r\ 

. medial rectus muscle and at taelirnents 

'tux. 

maxilla. 

mi. 

nasal. 

mi.cap. 

nasal capsule. 

na.s. 

nasal septum. 

otf.h. 

olfactory bulb. 

or.c. 

orbital cartilage. 

or8. 

orbitosphenoid (ossified pda met- 
optiea). 

ot.cap. 

otic capsule. 

pahs. 

j mra 1 lasisphenmd. 

p.ac. 

pi la accessorial. 

pa!. 

palatine. 

p.ant. 

pila antoticn.. 

par. 

parietal. 

pas. 

parnsphenoid. 

pas . v. 

parasphenoid rostrum. 

p.met. 

pi la metoptica. 

p.m.p. 

processus maxi Hans posterior. 

pm.r. 

premax ilia. 

prt.tr. 

post nasal wall (planum ant orbit ale). 

po. 

] lost orbital 


p.o.p. 

preoptic pillar. 

prjr. 

prefrontal. 

pro. 

prootic. 

p.ss. 

planum supraseptale. 

pt. 

pterygoid. 

Ptfr. 

postfrontal. 

retr.b. 

retractor bulbi muscle and attach¬ 
ment. 

s.h.s. 

sub-bnllar space (closed conjuncti¬ 
val space). 

sc. 

sclera. 

sc.c. 

sceral cartilage. 

s.tnj. 

Mibicultim infundihuli. 

sl.gl. 

superior labial gland. 

smx. 

septomaxilla. 

s.ob. 

superior oblique muscle and attach¬ 
ment. 

sph.c. 

spheriethmoid eommissure. 

s. r. 

superior rectus muscle and attach¬ 
ment . 

t .mar. 

taenia margmalis. 

t.tned. 

taenia medial is. 

tr. 

trabecula. 

tr.c . 

trabecula communis. 

CO. 

vomer. 

/. 

olfactory nerve. 

r. 

vomeronasal nerve. 

ij. 

optir* nerve and foramen. 

/r. 

trochlear nerve and foramen. 

F. 

trigeminal nerve and foramen. 

Ya.L 

lateral ethmoidal branch of Fa, 
ophthalmic nerve. 

Va.m. 

medial ethmoidal branch of Fa. 

VII. pal. 

palatine branch of VJ I. facial nerve. 


EXPLANATION OF THE PLATES. 

Platk 9. 

A-D. A nguis jragilis. Transverse seetions through mid-orbital region of successive embryonic 
stages showing development- of interorbital septum and orbital cartilages. All sections stained 
with Ehrlich’s haematoxylin and eosin. 

A. Angitis embryo, e. 3-3 mm. head-length. Procartilaginous trabeculae still recognizable as 

paired structures. Ectomeningeal condensation present at sides of brain, (c. X 66.) 

B. Angnis embryo, c. 3 5 mm. h- 1. Trabeculae more closely fused. Ectomeningeal condensation 

extending downwards away from dura to reach trabeculae, (c. x67.) 

(\ A ngu iv embryo, e. 3*8 mm. h- 1. Fused trabeculae becoming cartilaginous. Ecotomeningeal 
condensation now procartilaginous and downtiirnod medial edges joined with trabeculae 
(c. X 64.) 

D. Anguis embryo, c. 4-2 mm. h- 1. Orbital cartilages now ehondrified and fused with trabecula 
communis to form unFenestrated interorbital -septum. Medial edges of orbital eartilages 
still not eompletely fuso<l with each other. 


Plate 10. 

A. Anguia embryo, c, 4*5 mm. h— 1. Appearance of fenestra 3 by absorption of eartilage at 

region where orbital eartilages join trabecula communis. (Ehrlich’s haematoxylin and 
eosin, c. x53.) 

B. Anguia embryo, c. 6*2 mm. 7/— 1. Orbital cartilages now form the planum supraseptale of 

adult morphology. Fenestra 3 more extensive. (Masson's triehromo, e. X 53.) Recon. 
struction of chondrocranium shown in fig. 6 a (e. x60.) 

C. Natrix natrix embryo, e. 8 mm. h- 1. Transverse section through mid-orbital region. 

Ectomeningeal condensation takes the form of a septum in the midline dorsal to the 
trabeculae. Rectangle outlined corresponds with area shown in E. (Heidenhain’s 
haematoxylin and eosin, c. x 47.) 

D. Lacerta vivipara , embryo, c. 2-5 mm. h- 1. Transverse section through mid-orbital region. 

Trabeculae still paired. (Ehrlich’s haematoxylin and eosin, e. x 69.) 

E. Python molums, embryo, c. 12 mm. hr- 1 . Transverse section through trabeculae corresponding 

with area in inset square in C (Natrix). Small nodule of cartilage visible in mid-line 
dorsal to trabeculae. (Masson’s trichrome, e. x84.) 
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Plate 11. 

A-D. Chelydra serpentina. Transverse sections through mid-orbital region in successive 
embryonic stages showing formation of interorbital septum from trabeculae, intertrabecula 
and orbital cartilages. A, C and D stained with Ehrlich's haematoxylin and eosin, B with 
Heidenhain’s haematoxylin and eosm. 

A. Chelydra embryo, c. 5*5 mm. h-i ; 7 mm. carapace-length. Wedge-shaped intertrabocula 

sandwiched between trabeculae which are continuous above with orbital cartilages. Skeleton 
is mainly procartilaginous. (c. x 45.) 

B. Chelydra embryo, c. 6 mm. h -1 ; 7 mm. c-1. Trabeculae are still visible on either side of 

intortrabecula. (c. X57.) 

0. Chelydra embryo, c. 9 mm. /t-1 ; 11 mm. c-1. Trabeculae, intertrabocula and orbital cartilages 
arc no longer visible as separate structures, (e. X 54.) 

D. Chelydra embryo, c. 10 mm. h -~1 ; 14*5 mm. c-1. Reconstruction of chondrocranium shown 
in tig. Ob. (c. x 60 .) 


Lettering to Plates. 

r., nodule of cartilage in python embryo, cond ., octomeningoal condensat ion. dn. 3 dura. 
/.3, fenestra 3 in interorbital septum. interorbital septum. i.o.s\ part of derived 

from fused trabeculae, ilr., miertrabecula. or.r ., orbital cartilage. p.ss. f planum supra- 
septale. tr. t trabecula. 
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On the* Polyzoan Genus Hippomcnella Canu & Bassler and its Genotype Lepralia 
wHcrmu'ttifonm# Waters. By 1). A. Brown, M.Se., Ph.D., D.I.C., K.G.N., New 
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I. Introduction. 

During my researches into tin* Tertiary Polyz <mi of New Zealand, the stains of 
certain genera of (he Ascophora name* under review, including Ilippomendla (-ami 
& Bassler (11)17, p. 41). As then* has been much confusion about the true* nature* 
of this genus, I am re-describing 1 he genotype, re-defining the genus, and discussing 
briefly the various species which have been placed in //?jiponienellei hy earlier writers. 

TI. Ac’KNOWTiE I)(IMK NTS. 

My grateful thanks are due to (’anon J. de (1 Barreto, Curator of the Museu do 
Seminario da Inearnayao, Funchal, Madeira, for lending the leetotype of 77. viucro - 
ndlifonuis, and for providing additional material which revealed tin* nature of the 
fertile zooeoia for the first time ; to l)r. J. B. Panouse of th<* Institut- Cherilion, 
Rabat, Morocco, for the loan of material identified hy (Ainu & Bassl<*r (1925, p. 30) ; 
to Dr. P. M. Butler of Manchester University for information regarding the genotype ; 
to the Keepers of the Departments of Zoology and Geology in tin* British Museum 
(Natural History) for the facilities given to me for studying the collections; and to 
Dr. Anna B. Hastings and Dr. H. Dighton Thomas of those respective Departments 
for their helpful criticism of my work. 

111. Hi pro men El /la MUCRONELLiKouivns (Waters). 

1899. Lepralia inu crone lliform m* Waters, p 11, pi. 3. tigs. 15, 21. 

1909. Lepralia w ticroneUiformis Waters : Norman, p. 300. 

1917. Hippomcnella mucromlliformis (Waters) Gann & Bassler, p. 42. 

1920. Hippomcnella mitcronelliformis (Waters) : Gann & Bassler, p. 380, text - 
tigs. 116 A, B. 

1925. Hippomcnella mucrondliform is (Waters) : Canu & Bassler, p. 30. 

1928. Lepralia mucronelliformi* Waters : Canu & Bassler, p. 108. 

1938. Hippomcnella mnerondliformiti (Waters) : Marcus, j>. 223. 

Leototype (chosen by Norman, J 909, p. 300):—J. Yate Johnston Collection, Museu 
do Seminario da Incarnayao, Funchal, Madeira. One unnumbered specimen encrust¬ 
ing a lamellibranch fragment, 9*5x5 mm. 

Other Material :—Madeira, one specimen encrusting a lamellibranch fragment 
on slide labelled ‘ Lepralia m ucronelliformis Waters ' by Waters — ? part of 
original material (Waters Collection, Manchester Museum) ; 1947.4.14.1 *, Madeira, 
one specimen encrusting a lamellibranch fragment along with Escharina pes-anscris 
(Smitt) and Tvbulipora sp. (Norman Collection) ; 1947.8.12.1, Madeira, one specimen 

* Specimens in the British Museum (Natural History) are referred to by their Register Numbers. 
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encrusting a lamellibranch shell (presented by Canon J. de G. Barreto); Coast 
of Morocco (‘ Vanneau * Stri. XI, Lat. 09° 33' W., Long. 32° 32' N., in 110 metres), 
one specimen encrusting a j>ebble (Institut Cherifien, Rabat, Morocco). 

Diagnosis :—Zoarium encrusting. Orifice oblong with small rounded and proxi- 
mally-directed condyles, its proximal end partially covered by a rounded mucronate 
tubercle. Peristome thickened and distinctly raised bearing six or seven stout tubular 
spines. Central part of frontal wall smooth or covered with small rounded tubercles, 
the outer margins of the frontal wall perforated by concentric; rows of tubular pores. 
Frontal avicularia usually paired, one often much larger than the other, mounted 
irregularly near the edge of the; zooecium, the sharply pointed mandibles directed 



Fig. 1 .—Hippomenella mucronellifor mis (Waters). Madeira, 1947.4.14.1. Two zooeeia, the 
lower with tin ovicell. The paired avicularia of the upper zooecium are broken. 

outwards or proximally. Ovicell hyperstomial, globular, finely perforated, scarcely 
ornamented, not immersed in the distal zooecium. 

Description :—Zoarium i encrusting. 

Zooecia large, ventricose, somewhat hexagonal in outline, arranged in diverging 
rows, distinctly separated by deep furrows. Orifice, oblong, semicircular distally, 
with a pair of small rounded lateral condyles placed deeply in the peristomie near 
the proximal end and directed proximally, the poster shallow and of approximately 
the same width as the anter. Proximal margin straight and covered by a prominent 
rounded tubercle or mucro directed distally. Vestibular arch rather prominent. 
Operculum strongly cliitinized with a thick marginal sclerite bearing a pair of thickened 
rounded processes near its proximal ends. Peristome thickened and distinctly raised, 
bearing six or, more usually, seven stout tubular spines, the proximal pair slightly 
larger, Frontal wall broadly convex, with a smooth or lightly tuberculated, imperforate, 
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subcircular, central area bounded by an external area perforated by a number of 
widely separated and roughly concentric tubular pores, the perforate area extending 
round the distal side of the orifice. 

Avicularia usually paired, occasionally one only, rarely absent, forming somewhat 
globular chambers mounted on the frontal wall of the zooecium near the lateral 
margins at about the level of the orifice. Mandibles heavily chitinized, sharply 
pointed and distinctly arched, directed outwards or almost proximally, the beak 
often raised and strongly projecting beyond the margins of the zooecium. Gross- 
bar thin but complete. Proximal opesia semicircular. 

Ovicells hyperstomial, depressed globular, prominent, recumbent on, but not 
immersed in, the distal zooecium, the frontal wall finely perforated and faintly 
ornamented with rounded longitudinal ridges. Peristome of fertile zooeeia with a 
pair of stout spines, one on either side proximally to the ovicell. Orifice of the 
ovicell closed by the zooecial operculum. 

Anccfitrula similar to other zooeeia but markedly smaller, its paired avicularia 
small and placed about half-way along the frontal wall on either side. 

licrntte-plates :—Two or three oval multiporous plates in the distal half of each 
lateral wall. 

Measurements* :— L z —0*65-0*70 mm. J z ---0*57-(J*60 mm. 

h r - 0*10-0-12 mm. l r — 0*08-0*10 mm. 

Ancestrula JL Z ~0*46 mm. l z ~0*29 mm. 

It emarks : —The lectotype, in which none of the individual zooeeia has reached 
old age, retains much of the ehitinous integument which tends to mask some of the 
anatomical features. It is, moreover, without ovicells, as is the specimen in the 
Waters Collection, Manchester Museum, but the structure of these and of the species 
as a whole has been made clear by the other specimens mentionid above. 

The ancestrula (fig. 2 A) is seen on one edge of the lectotype and, though con¬ 
siderably smaller than the other zooeeia, it shows all their characters including six 
well-developed spines round the distal side of tin? orifice. 

In the first generation the zooeeia attain full size, and the avicularia are placed 
asymmetrically and more distally than in the ancestrula. At about the third genera¬ 
tion one of the avicularia may be very large with large chamber, arched mandible, 
semicircular opesia, and thin cross-bar ; the other is usually small and both are beside 
the orifice (fig. 2 D). The later zooeeia, however, do not always show this contrast 
between their avicularia, for they may remain approximately equal in size as in the 
specimen from the Norman Collection, 1947.4 14.1 (fig. 1, upper zooecium). Occa¬ 
sionally the large avicularium is absent, and in one case both avicularia are lacking. 

The frontal wall of the zooecium is very curious and distinctive. Waters (J899, 
pi. 3, fig. 21) depicted the central area as bordered with a row of slit-like radiating 
pores and described them (p. 11) as k the end of pore-tubes which pass to the. base \ 
Outside these slits he showed a generally perforate wall, but his figure was very inde¬ 
finite and an examination of the lectotype, on which that figure was probably based, 

* Note on Zooecial Measurements. 

Measurements of the zooeeia of Polyzoa are not of much value since they may vary rapidly 
from individual to individual in the same colony depending, in encrusting forms, on the type of 
substratum, etc. Opercular measurements, however, are generally fairly constant in individual 
species within a limited area of distribution, though scarcely of specific value as Cariu & Bassler 
postulate. As their symbols, ' h a * (length of aperture) and ' l a * (breadth of aperture) have been 
used indiscriminately for the apertures and orifices (and sometimes opesiae) of* the Anasca and 
for the orificeB of the Ascophora, new symbols,' h r ’ and ‘ l r ’ have been here introduced for measure¬ 
ments of the length and breadth of the orifice respectively. In this respect, the following definitions 
of the structures in question are given :— 

Aperture ,—The opening occupied by the frontal membrane. 

Opesia.—The opening connecting the parts of the body-cavity on the basal and frontal sides 
of the cryptooyst. 

Orifice .—The opening of the tentacle-sheath, generally covered by an operculum in the 
Cheilostomata. 
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shows that the ehitinous cover masks tlie outer rows of pores which are, in fact, 
of the same size and nature as the innermost row of pores, i.e., 1 hey are tubes passing 
obliquely down through the frontal wall. The pores of the innermost row appear 
lather slit-like, especially in immature zooecia, because incomplete calcification 
allows an oblique section of the tubes to be seen (fig. 2 E). They are continued 



Flu. 2. A, IJippomenelLa wueronellifonms (Waters). Madoira, Loototype. Three zooenu, 
including the ancestrulu (below). Note the paired sub-equal uvieularm on the «incestrula. 

B, //. mvcromlliformi# (Waters). Madeira, 1947.8.12.1. Operculum. 

<\ ‘ HtppowcncUa ’ rubra Ciinu & Basslor (—Hrppothoa mucronatu Smitt). ‘ Albatross ' 
Sin. 4205, Clulf of Mexico, 32.B.7.88. Ojierculum. 

D, Hippovicnel/a mucronelitformin (Waters). Madeira, Lectotype. Outline drawing 
of a zooeeium to show the large avicularmni. 

E, H. mtwronelliformiit (Waters). Madeira, Lectotype. Non-ovicelled zooeeium with 
Uiberrulated frontal wall. The operculum is partially raised and exposes the vestibular 
arch on the left. 

inwards towards the centre of the zooeeium as shallow troughs on the frontal wall. 
Their exact nature is seen in specimen 1947.4.14.1 (Norman Collection) where the 
troughs have been partially filled in by calcification and remain only as slight furrows 
radiating across the central area (fig. 1). J)r. Hastings * has remarked on the 
resemblance of the porous area, to an incomplete pleurocyst, the innermost row of 
pores marking its growing edge. As she herself pointed out, however, there is very 
little difference in the extent of the porous area in zooecia of different age and no 

* Oral communication. 
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evidence that the central area of the frontal wall ever becomes porous *. If her 
suggestion is correct, the pores could bo regarded as a multiple series of areolae from 
which the marginal avicularia develop. When the avicularium is very large, its 
globular chamber tends to spread over the porous wall and overlap on to the central 
area, and broken avicularian chambers clearly show the underlying pores. 

The prominent ovicells are of simple construction and rest upon the frontal wall 
of the distal zooecium but are not immersed in it. They are of the type found in 
the family Petraliidae and it is interesting to note that Lepralia vellicata Hutton 
(1873, p. 98) (-=L. rectilineatu Hincks, 1883, p. 201, pi. 7, figs. 5, 5 a), which 1 regard 
as a Hippomenella , has previously been referred to the genus Pelralia . 

Except for the specimen from the coast of Morocco identified by Oami & Bassler 
(1925, p. 30), which I have examined, the species has not been reported outside 
Madeira. 


IV. The Genus Hippomenella Canu & Bassler. 

1917. Hippomenella Canu & Bassler, p. 41. 

1920. Hippomenella Canu & Bassler : Canu & Bassler, p. 379. 

1930. Hippomenella Canu & Bassler : Canu & Lccointre, p. 85. 

1935. Hippomenella Canu & Bassler : Bassler, p. 127. 

? 1940. Hippomenella, Canu & Bassler : Osburn, p. 430. 

Genotype (by original designation):— Lepralia mucrondliformie Waters, 1899, 
p. 11, pi. 3, figs. 15, 21. 

The diagnosis of Hippomenella given by Canu & Bassler (1917, p. 41) included 
important characters not found in the genotype, but observed in a number of North 
American Early Tertiary species which were described later (Canu & Bassler, 1920, 
pp. 379-393). The most important of these characters concern the ovieell which, 
although unknown in L. m ucronelliformis at the time of their observations, was stated 
to bear ‘ laterally two areas in the form of a lunar crescent t and more or less 
perforated ’, and to be deeply immersed. The ovieell of the genotype is now known 
not to bear these areas, and to be prominent and not deeply immersed. It is also 
closed by the zooeeial operculum, in contrast to Canu & Bassler\s diagnosis. 

The genus may now be diagnosed as follows :—Hippoporininue with a finely 
perforate hyporstomial ovieell. Orifice with a shallow but wide poster separated from 
the anter by prominent condyles. Frontal avicularia generally paired forming 
prominent chambers on cut her side of the median lino near the* orifice, the mandibles 
directed outwards. Other subsidiary avicularia may be present. Frontal wall 
usually with a central smooth imperforate area, often greatly reduced, surrounded 
by concentric rows of irregular tube-like pores. Oral spines five to seven. 

V. Discussion of Species Referred to Hippomenella. 

It is very unlikely that Hippomenella infratelwm Canu & Bassler (1919, p. 92, pi. (>, 
lig. 2), a vincularian species from the Lower Miocene of Santo Domingo, is correctly 
referred to Hippomenella. Its poster is very narrow' and there is a single avicularium 
placed proximally. Further, an examination of the descriptions and figures of 
15 new species % from the North American Early Tertiary sequence placed in this 
genus by the same authors (1920, pp. 379-393) shows that, with the exception of 
two, viz. H. transversata and H. angndaedeti , these must be rejected, as their ovicells 
and ofton the structure of their frontal walls are very clearly not related to those of 

* In H. vellicata Hutton sp. (1873, p. 98), a recent New Zealand species, the central area js 
greatly reduced, though of much wider extent internally, many of the pores in the upper part 
of the frontal wall not reaching the interior. 

t From this character the genus takes its name. 

t Four of these species, H. radicata (D.34G58), H. rotula (D. 34037), H. erassicoUis (D. 34675), 
and H. capitimortis (D. 37321), are represented in the Geological Department by material 
named and sent by Dr. Bassler. They should probably be referred to the gonus Hippopleurifera 
Canu. 



518 


D. A. BROWN : ON THR POLYZOAN ORNUS HlPPOMRNRLtA 


the genotype*. Complete ovicells are not known in either of the species named but 
the appearance of their frontal walls suggests that they belong to Hippomenella. 

In the same work (p. 380), Canu & Bassler included an Australian species, Mucro - 
nella perforata, Maplestone, 1902, in Hippomenella. 1 am unable to discover this in 
Maplestone ’b published works, but presumably the species referred to is M. personuta 
Maplestone (1902, p. 22, pi. 2, fig. 13). Its immersed ovicell is provided with ‘ a 
rounded, shallow pit in front of each side of a slightly raised carina ’, and the species 
is probably related to the North American species referred to above which I have 
rejected from Hippomenella. 

In 1928 Canu & Bassler (p. 108) referred a new species, Hippomenella rubra , 
from the Gulf of Mexico, to this genus stating that it only differed from Lepralia 
•mucronelliformis in its ‘ smaller dimensions, a larger aperture and two more spines on 
the peristome * ; and that Hippothoa mucronata Smitt, 1873, was ‘ very close, 
perhaps identical’. The species is represented in the British Museum by material 
(32.3.7.88) from the type-locality (‘ Albatross 1 Stn. 4205) named and sent by 
Dr. Bassler and proves to be quite distinct generically. Its orifice (fig. 2 C—oper¬ 
culum) is schizoporeilid with a very broad shallow sinus resembling that of species 
of Gigantopora Ridley, and its frontal wall is bordered by large areolae. The species 
is, in fact, synonymous with Hippothoa mucronata Smitt (1873, p. 45, pi. 8, fig. 169), 
an identification which Canu & Bassler questioned because their specimens were 
provided with avicularia whilst Smitt’s were unarmed, but their topotype shows 
clearly that many of the zooecia are without avicularia. Osburn (1940, p. 430) 
also thought this synonymy probable. His definition of Hippomenella and the 
inclusion in it of Lepralia fissurata Canu & Bassler (1928, p. 110, pi. 331, fig. 1), 
which he figured, further illustrate the unfortunate consequence of the designation 
of Lepralia mucronelliformis , so little known at the time, as the type of the genus. 

Two species from the Philippines, named by Canu & Bassler, Hippomenella 
repugnans and H. porosa (1929, pp. 323, 324, pi. 38, figs. 1, 1', 2, 3), are also related 
to some of the North American Early Tertiary species, and have immersed 
bifenestrate ovicells. 

H . parvicapitata Canu & Bassler (1930, p. 19, pi. 2, figs. 7-11, text-figs. 3 A-C), 
from the Galapagos Islands is represented *in the British Museum collections by a 
topotype (33.12.10.22) and should clearly be referred to Hippoporina Neviani as 
it is closely related to Cellepora pertusa Esper sp. (1796, p. 149, pi. 10, figs. 1, 2), 
the genolectotype of Hippoporina chosen by Waters (1918, p. 98). The remarks 
of Canu & Bassler (1930, p. 20) on the division of Hippomenella into two groups, 
depending on the presence or absence of peristomial mu crones and on the ornamenta¬ 
tion of the ovicell, appear to be without foundation. 

Of the four species from the Middle Tertiary sequence of Victoria, Australia, 
referred to Hippomenella by Canu & Bassler (1935, pp. 34-36), only one, or perhaps 
two, seems to be satisfactorily placed in that genus. A topotype of* H. jmrviporom 
named and sent by Dr. Bassler (D. 33495) differs from H. mucronelliformis in its 
rather more prominent condyles and its more concave poster, but the orifice is 
essentially of the same nature. The frontal wall is of exactly similar construction 
and the avicularia, which may number up to four or five, are small and slightly 
immersed. Ovicells of this species are not known. H. magna appears to have the 
same type of frontal wall as H. mucronelliformis but its orifice has a very wide poster. 
It may belong to Hippomenella , but as no specimen of it is available in London, 
its position remains doubtful. H. rarirostrata and H. vermicular is must be rejected. 

H. mortemeni Marcus (1938, p. 222, text-figs. 21 A-C) from St. Helena is probably 
not generically related to H. mucronelliformis. Its operculum is broader than long, 
and the poster is narrower than the anter. The frontal wall, moreover, has large 
marginal areolae while the central area appears to be completely perforate except 
where the pores are occluded by the frontal tubercles. 

* Since this paper went to press my attention has been drawn to a paper by McGuirt in 
whioh some of these species are re-described (1941, pp. 75-78). 
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H. grandirostris Canu & Lecointre (1930, p. 85, jil. 14, fig. 2), from the Faluns 
of Touraine and Anjou, appears to be correctly placed generically though the authors 
state that 4 Les deux areas de l’ovicelle sont grands, peu profonds, a peine visibles ; 
la nervure mtfdiane qui les separe est tres peu apparente \ 

The figures and description of H. mitzopoulosi Kuhn (1930, p. 177, pi. I, figs. 1 a, b), 
from the Miocene of Crete, indicate that it should be rejected from llippomcnella. 
The shape of the orifice and the frontal wall with its single row of marginal areolae 
are not characteristic of this genus. 

As noted above, I regard Le.pralia vellicata Hutton (1873, p. 98), a recent New 
Zealand species, as a Hippomenella . The central area of its frontal wall is greatly 
reduced (see Hincks, 1883, pi. 7, fig. 5, as L. rectilineata) and, in addition to the 
paired avicularia alongside the orifice, there may be a large number of subsidiary 
avicularia on the frontal wall *. The ovicell is hyperstomial but is covered in mature 
zooecia by a late extension of the frontal wall of the distal zooeeium. Another 
Now Zealand species, from the Upper Tertiary beds of llawkes Bay, described 
by Waters [1887, p. 60, pi. 7, fig. 16 (non pi. 8, figs. 34—36 H. vellicata Hutton sp.)], 
is also a species of Ilippome ne lla. Details of both these* species will lx* given in my 
forthcoming work on the Tertiary Oheilostonuitous PoJyzoa of New' Zealand. 

VJ. Conclusions. 

The classification of the Ascophora is still in a chaotic state and much work remains 
to be done in assessing the characters which may be used to unite various species 
into generic units. However, there can be no doubt that the structure and shape of 
the operculum is of prime importance, and then* seems no reason to disagree with 
Canu & Bassler’s placing of Hippomendla in the sub-family Hippoporininae (Bassler, 
1935, p. 33). This unit is based on the characters of the genus Hippoporina Ncviani, 
and includes most of tin* lepralioid Ascophora with the poster separated from the 
auter by a pair of lateral condyles. 

The investigations into Hippomenella HtucumtUiformitt have resulted in the 
rejection of many species from the genus Hippomenella , but this work has fort unately 
coincided with researches by l)r. Hastings into the genus Hippujdc.nrifc.ra , which, 
she had independently suggested, may embrace many of the rejected specie's. 
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1 . Introduction. 

Examination of the recent Mediterranean species Mucrondla mvileri Cal vet 
shows that it is synonymous with tlie fossil species which Manzoni had previously 
uamed (Hh pora pulchra , and that it belongs to the genus Hippopleurifera Canu. 

I am grateful to the Keeper of Geology, British Museum (Natural History), for 
access to specimens in his Department ; to the Keeper of the Manchester Museum 
for lending me specimens from the Waters Collection ; to Mr. W. 11. T. Tams for 
his excellent photographs of a difficult subject ; to Dr. D. A. Brown for ready help 
in various ways including the loan of some very instructive fossil material for compari¬ 
son of the pleurocyst; and to my husband, Dr. H. Dighton Thomas, for his valuable 
advice, help and encouragement. 

2. Hi pfopleuhtfer a pulchra (Manzoni). PI. 12, ligs. 2-4, PI. 13, ligs. 1, la, 2, 2a. 

Cdlepora pvlcra [sic] Manzoni (Miehelotti MS.), 1870, p]>. 330, 338, pi. iv, lig. 20. 

Cdleporaria pulchra Seguenza, 1880, p. 129. 

Lepralia asperrinta Keuss, 1874, p. 33, pi. viii, fig. 9. 

Mucrondla mulieri Calvct, 1902a,p. 01, pi. ii, ligs. 3, 4 ; 19026,p. 33 ; 1900, ]>. 440. 

Lepralia soulieri Waters, 1925, p. 554, pi. xxxvi, ligs. 2-4. 

Petralia soulieri Barrono, 1925, p. 179, text-tigs. 3-5 ; Stacli, 1935, pp. 350, 379. 

Material examined: —British Museum: Mediterranean, H.M.S. ‘ Porcupine 
45 1ms. (Busk Coll., 99.7.1.1729, 1730, 1731); Mediterranean, McAndrcw (Busk 
Coll., 99.7.1.1732) ; locality doubtful (Hincks Coll., 99.5.1.828). 

Manchester Museum, Waters Coll. : Recent : Oran (5 slides, H.1128, two of them 
Irom Canu *) ; Villefranclie-sur-nicr, S. Franca 1 (1 slide, H.1128, and 8 unnumbered 
slides of serial sections). Fossil : Miocene ? Province ol Messina, Sicily (1 un¬ 
numbered slide). 

* Another slide from M. Canu from Oran in the Waters Collect ion is labelled in Waters's 
writing ‘ ho© Lepralia soulieri \ The specimen has smaller zooecia with marginal areolae and a 
small median avicularium within the lower lip of the orifice. It appears to be generically distinct 
from L. soulieri . 
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Distribution : Decent: Mediterranean (Busk ; Calvet; Waters ; Barroso). 
Fossil: Miocene : Italy (Manzoni ; Seguenza) ; Sicily * (Waters) ; Austria (Reuss). 

Description :—Manzoni’s figure gives a very characteristic impression of this 
sj>ecies although it is not quite accurate in detail. Six rather widely spaced spines are 
arranged along the distal two thirds of the rim of the orifice, and there is sometimes 
a small median, proximal mucro (PL 13, fig. 1). The beaded appearance resulting 
when only the bases of the spines are present (PI. 12, fig. 2) is well represented by 
Manzoni, except that it does not extend right round the proximal border of the 
ajierture as shown by him. 

The fullest description of recent material was given by Barroso, though his figures 
fail to portray the actual appearance of the species, which is better shown by Cal vet. 
The characteristic sculpture of the fully developed frontal wall, with coarse granula¬ 
tions between the pores (or pits) (Pl. 12, figs. 2, 4), is best depicted by Manzoni and 
Reuss. Waters mentioned this feature and (pl. xxxvi, fig. 2) attempted to figure it. 
The mamier of insertion of the spines is inaccurately represented by Barroso. On 
the other hand I can confirm Barroso's account of the basal wall, the specimens 
examined by me being hemescharan, or loosely encrusting, and, in those mounted 
to show the basal surface, having the basal wall rather strongly calcified, with a small 
oval foramen near the distal end of nearly every zooecimn. 

Many zooecia are without avicularia. When present the avicularia are usually 
beside the orifice and directed distally (Pl. 12, figs. 2, 4). They are rounded or bluntly 
pointed, and may be long, as figured by Waters and Barroso ; or broader, as figured 
by Manzoni; or much shorter, so that the mandible is little longer than wide (Pl. 13, 
fig. 1), as shown by Calvet. The beak may be flat or somewhat raised from the 
surface of the zooecium. In Waters’s specimen from Villefranehe the beaks are 
unusually prominent giving the zoarium a more uneven surface and enhancing the 
general resemblance to the Petraliidae, discussed below. This is probably, in part 
at least, because the specimen represents the younger parts of the colony. With 
increasing calcification the avicularia would presumably have come to be more or 
less immersed and the difference from other specimens would have gradually dimin¬ 
ished. 

The ovicell is large, but not prominent/and in Busk’s material is covered with 
coarse granulations and pits like those on the frontal wall (PL 12, figs. 2, 4). In 
Waters's material there are sometimes fewer, larger, more irregular pits on the 
ovicell (Pl. 13, fig. 1) ; and sometimes only two (Pl. 13, fig. 1, Pl. 12, fig. 3). The two 
proximal spines on each side remain outside the ovicell as shown by Calvet and 
Barroso. In Waters’s material from Villefranehe developmental stages of the ovicells 
can be seen (Pl. 13, figs. 1, 2, PL 12, fig. 3). In one ovicell whose sides are beginning 
to curve upwards from the plate on the gym no cyst of the distal zooecium, the distal 
pair of spines can be seen inside the ovicell b (PL 13, fig. 2). 

There are obvious discrepancies between the figures of the opercula given by 
Waters (pl. xxxvi, fig. 3) and Calvet (pl. ii, fig. 4). I have examined Waters’s pre¬ 
paration of five opercula and find that his drawing does not correspond to it. In 
outline the opercula mounted by Waters are very similar to the one in Calvet’s 
figure though the lateral contraction is less marked and is placed more distally. 
There is no trace of the linear sclorites figured by Waters. On the other hand there 
is also not exact agreement with Calvet’s figure, as I have not seen the muscle dots 
shown by him. The line on which they lie in Calvet’s figure is present in two of the 
opercula, but is probably not part of the operculum, although it looks like the edge 
of a thin flange. It is not the inner edge of a wide marginal sclerite, as one might 

* Waters gives S. Urbarxo di Monte Sgrave, N. Italy, in liis statement of distribution, but 
this locality only appears in his discussion in connection with Lepralia semilaevis (Reuss) a species 
which he regarded as distinct from L. soulieri. There is no specimen of L. soulieri from this 
locality in his collection, but there is the one from the Province of Messina, which is not mentioned 
in his paper. This suggests a slip in his statement of distribution. 

The Sicilian specimen is labelled ‘ Raraetto, Provinoe of Messina, Sicily, 1876 \ Apparently 
no such place as Rametto exists there, and Dr. Dighton Thomas suggests that the specimen 
probably came from the Miocene beds at Rometta, west of Messina. 
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conclude from Calvet’s figure. The marginal sclerite is thin, and is of fairly uniform 
thickness on the sides and distal border of the operculum and appears to be absent 
round the proximal border. The opercula are, however, sufficiently ehitinized for 
Waters to have been able to dissect them out (i.e. they are differentiated, by their 
thickness, from the membrane forming the floor of the compensation sac;). The* 
orifice has been described as without hinge-teeth (eardelles), and this appears to be 
correct. If, however, one looks obliquely into the orifice of a well preserved specimen 
with the operculum in position, it is possible to see that the lateral constriction of the 
operculum is articulated to a very slight thickening of the lateral wall of the orifice 
which thus functions as if it were a hinge-tooth. 

The growing edge is well seen in Waters’s specimen from Villefranehe (PI. 13, 
figs. 1, 2, PI. 12, fig. 3). The calcareous frontal wall appears to grow out above tin 1 
frontal membrane, the space between the calcareous wall and the membrane becoming 
the compensation sac, as in Umbonula littoralix Hastings, whose development was 
described by Harmer (U. vernicnxa, 1902, p. 331). As in V. littoralis , the proximal 
edge of the operculum does not fit closely to the proximal border of the orifice, and, 
in dried specimens, at any rate, the compensation sac is widely open distally. 

The calcareous frontal wall when first formed is smooth or radially striated 
with small marginal areolar pores in two rows. These two rows of pores (‘an be 
very (dearly seen on the internal surface of the wall in one of Busk’s specimens 
(99.7.1.1731). The secondary calcification spreads from these areolar pores, stages 
in the process being visible in another of Busk’s slides (99.7.1.1732) and in Waters’s 
Villefranehe specimen. The secondary calcification forms the characteristic coarse 
granulations and pits, and transforms the glistening wall of the young zooeoium 
(PI. 12, fig. 3, PI. 13, tig. 2, and growing edge in PI. 13, fig. 1) into the opaque, white 
wall of the older zooeoium (PI. 12, figs. 2, 4, and older part in PI. 13, fig. 1). When 
the series of zooecia are separated to expose the lateral walls there is a sharp contrast 
between the actual lateral wall and the thick layer of frontal pleurocyst surmounting 
it. The lateral wall is uniform, except for the septula. The pleurocyst is penetrated 
throughout by the parallel tubules corresponding to the pits at its surface (see 
99.7.1.1730). The lateral wall, like the basal wall, is strongly calcified. 

Discussion of Synonymy : —Seguenza gave no description of the material that he 
referred to Manzoni’s species, and I have had no opportunity of confirming his record. 

Reuss obtained this species from the Miocene of Austria. He gave a more accurate' 
figure of the zooecia than Manzoni’s, but did not find avieularia. He described 
it as new, calling it Lepralia asperrimti. 

Busk recognized the identity of his recent Mediterranean specimens with Manzoni’s 
fossils. His slides are labelled 4 Hemeschara pulcra Manzoni sp.’ [sic], and there 
is a note in his own copy of Manzoni’s paper, now in the library of the Department of 
Geology, British Museum (Nat. Hist.). 

Through the kindness of the Manchester Museum 1 have been able to examine 
the material identified by Waters as Lepralia soulieri. It agrees very closely with 
Busk’s specimens of Hippophurifera pulchra , and, as it is clearly the species described 
by Cal vet, L. soulieri becomes a synonym of Manzoni’s species. 

Waters gave MucroneMa pavonella Neviani, from the Pliocene and Postpliocene 
of Italy *, in his synonymy of Lepralia soulieri , though in his text he said no more 
than that the avieularia of Neviani’s fossils show ‘ a connection between pavonella 
and soulieri *. Neviani’s species is clearly related to L. soulieri , and distinct from 
Umbonula pavonella (Alder) f, but I doubt whether they are synonymous. Tt 
is possible, but I think very unlikely, that the zooecia with peripheral pores in slit¬ 
like depressions, represented in Neviani’s figure, show an early stage of the pleurocyst. 
Unless this is so the species is clearly distinguished from Hippophurifera pulchra 
(Lepralia soulieri) by the sculpture of its frontal wall. Neviani himself regarded his 


* S mitt if i (Mucronelta) pavonella Neviani, 189(1, p. 44, text-fiej. 20; 1901, p. 211, pi. xviii, 

I. 11. 

| U. pavonella (Alder) ■»= U t amfica (Sara), see Harmer 1902, p. 332, and Hastings, 1944, p. 282, 
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MmromUa pnvomlln as synonymous with Eschara (Hippople urifera) sedgwicki , 
which is discussed below, but this identification may also be questioned. 

There is a slide of H. pulchra in the Hincks Collection (99.5.1.828) labelled in 
Jelly’s writing ‘ Lepralia robusta Hincks. Coast of Burmah \ Unfortunately 
there has been some mistake about the type-specimen of L. robusta Hincks (1884, 
p. 360). Dr. Anderson’s Mergui material, on which Hincks based his paper, 
came to the British Museum in 1885, but the supposed type-slide of L. robusta 
(85.12.29.4) only contains a specimen of Emballotheca quadrata (MacG.), a very 
different species. We have thus to rely on Hineks’s description and figure which 
indicate that Lepralia robust a has some features in common with Hippople urifera 
pulchra , but is probably distinct, the shape of the orifice being the chief distinguishing 
feature. In the absence of other records of H. pulchra in the Indian Ocean, and as 
there has evidently been some confusion about Lepralia robmta, the evidence of 
Hineks’s slide appears doubtful and T have not included Mergui in the distribut ion 
of the species. 

Waters tentatively included Umbonula verrucosa Harmer in the synonymy of 
this species. 1 have already discussed (Hastings, 1944, p. 281) Waters’s mistake. 

Reference to Hippophurifera: —I refer Manzoni’s species to Hippopleurifera 
Oanu (1925, p. 764*), the genotype of which is Eschara sedgwicki Mil ne-Edwards 
from the English Coralline Crag (Pliocene). As nottnl by Waters (1925, p. 654), 
Hippople urifera pulchra shows considerable resemblance to the genotype from the 
English Crag, as described by Busk (1859, p. 67, pi. x, figs. I a~d). I have examined 
Busk’s figured specimens (Oeol. Dept. B.M. B.1645), and satisfied myself that they all 
represent one species, despite Waters’s suggestion to Die contrary. The figures 
are very accurate, the zooecia in each figure being recognizable in the specimen 
(in mirror image) and agreeing in detail. The differences between the figures probably 
represent different stages of development of the pleurocyst. The variation in the 
length of the zooecia can be seen in a single colony in another of Busk’s specimens 
(D.33743). This specimen has very many ovicells (PI. 12, fig. 1). They are usually 
broader in proportion to their length than those of Busk’s figured specimen, which 
are all broken or incomplete. Their sculpture is rough and irregular, but there is 
always some tendency to the formation of fadial ribs w r ith pits between, and many 
of the ovicells are definitely radially ribbed. The resemblance of some of the ovicells 
in Waters’s Villefranche specimen of H. pulchra to some of those of H. sedgwicki 
is very marked. Moreover, in both species the ovieell overhangs the orifice which 
thus appears t runcated distally in fertile zooecia, unless the ovieell is broken away, 
when the orifice is seen to be of the same shape as in the non-fertile zooecia. My 
figures show a marked difference in the prominence of the ovicells, but both species 
are variable in this respect, and there is no significant difference. 

There can be no doubt that H. pulchra is congeneric with H. sedgivicki. It- is, 
indeed, only distinguished specifically by relatively unimportant differences, namely 
its smaller and more numerous frontal pores, the absence of the small, frontal avi- 
cularium proximal to the orifice which is not uncommonly present in H. sedgwicki , 
and the hemescharan colony, that of H. sedgivicki being escharan. 

3. Httpoplettrifera Canu. 

A few points about the relationships and systematic position of the genus remain 
to be considered. 

Some Eocene and OltgOcene species :—Brown (1949) has re-examined the 
type-specimen of Lepralia mucroneXliformis Waters (1899, p. 11), genotype of Hippo - 
me.nella Canu & Bassler (1917, p. 41), and h as also obtained material with ovicells, which 
were hitherto unknown. He has shown that the majority of the American Eocene 
and Oligocene species referred to HippomeneXla by Canu & Bassler (1920, pp. 379-393) 
appear not to be congeneric with H. miicronelliformis ; and accepts only two species 

* See also Canu & Bassler, 1027, p. 7. In introducing the name in 1926, Canu spelt it. 
Hippofleurifera, an obvious misprint. 

H. sedgivicki has recently been recorded from several localities in the French Miocene and 
Pliocene (Jalien, 1940, p. 30; Roger & Bilge, 1947, p. 227), 
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(ia which the ovieells are not known) as being probably correctly placed in Hippo- 
mmeMa , namely H. tramve.rsata and //. amjastaedes. 

Most of the Lower Tertiary species rejected from Hippomenella form a rather 
homogeneous group. Some of them very much resemble H ippopLu rifera sedgwicki 
and H. pulchra. For example, Hippome.ndla radicafa and H. tuberosa Ganu & Bassler 
(1920, pp. 387, 391 ; see also McGnirt, 1941, p. 77) differ chiefly in the orientation 
of their avicularia which are directed proximally in contrast to tin* (listally directed 
avicularia of Hippople.urifera. The resemblance in the orifice, spines, ovieells and 
sculpture is very marked, and Hippomenella radicafa has pores on the basal surface 
like those of H ippophu rifera pulchra. Despite the differences in the avicularia, I 
refer both these species to Hippopleurifera. 

The ovieells of the other rejected Lower Tertiary species show a considerable 
range of variation, but. Canu & Bassler’s view that they are essentially of one type 
is supported by the closely parallel variation found within a single species in Hippo- 
picurifera pulchra. 

T have examined four species which are represented in the Geological Department 
of the British Museum by material received from the U.N. National Museum. They 
are : — 


(1) Hippomenella radicafa Canu & Bassler, 1920, Eocene, .lackson, Miss., D.34058. 

(2) Hippomenella crassieollis Garni & Bassler, 1920, Eocene, Old Factory, H miles 

above Bainbridge, (hi., 1).34575. 

(3) Hippomenella rotula Canu & Bassler, 1920, Eocene, .lackson, Miss., D.34537. 

(4) Hippomenella capitimortis Gann & Bassler, 1920, Oligooene, West Bank of 

Conecuh River, Escambia Go., Alabama, I).37321. 

I have already discussed H. radicafa and referred it to Hippopleurifera. There 
can, 1 think, be no doubt that the other three are congeneric with it, //. capifimortis 
showing the least close agreement. 

T have not seen specimens of the other species described under Hippos amelia 
by Gann & Bassler in 1920 and rejected by Brown, but it seems probable that, with 
few exceptions, they should bo transferred to Hippo plea rifera. The most probable 
exception is H. pun-gem. The orifice of Hippmuenella is lepralioid (see Brown), not 
like that of Umbonula (see p. 523 above). This distinction is not easily made on 
fossil material, but I regard it aN more important in separating Hippomenella from 
11 ippopleurifera than the prominence of the ovieells mentioned by Brown (compare 
the variation of the ovieells of Hippopleu rifera, p. 524 above). 

Relationship to the Petral.iidak:—B arn>so (1925, p. 182) noticed the relation¬ 
ship of Lepralia ftoulieri ( ~ Hippo pie u rifera pulchra) to a French Eocene species, Hippo - 
menella mucronata (Canu), and Staeli (1935, p. 355) indicated some French Eocene 
species (including H. mucronata) and the American Eocene and Oligocene species 
discussed above as ‘ probable ancestors ’ of the Petraliidae. Jt is therefore of interest 
to find that Hippopleurifera pulchra is more or less intermediate between the American 
species, and the Petraliidae, particularly resembling Hippopctraliella Ntach (1935, 
p. 369). 

Barroso also regarded Lepralia ftoulieri as related to Lepralia recfilinrata Hincks 
(1883, p. 201 = Lepralia vellicata Hutton, 1873, p. 98). This species lias been 
referred to Petralia (sensu lato) by Levinson (1909, pp. 350, 351)*, and to Hippo- 
menella by Brown (1949, pp. 517, 519). 

Hippopleurifera pulchra differs from the American Lower Tertiary species and 
resembles Hippopetraliclla in the secondary calcification of the frontal wall. The 
secondary calcification of the American species typically takes the form of a granular 
pleurocyst spreading from one or two rows of marginal areolar pores. In Hippo- 
pleurifera pulchra , also, the secondary calcification spreads from a double row of 

* Levinsen mentioned P. rectilineata as an encrusting species, but material in the British 
Museum is hemescharan (75.1.5.23). 
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areolar pores, but, instead of being a granular cruet, it has a tubular structure, 
agreeing closely with the frontal wall of the Petraliidae. In the Petraliidae this 
wall has been described as a tremocyst (Canu & Bassler, 1929, p. 250 ; Stach, 1936, 
[). 359), but in H. pulchra , where it spreads from marginal pores, it is presumably to 
be regarded as a pleurocyst (cf. Waters, 1925, p. 655). Canu & Bassler themselves 
recognized the possibility of including species with both types of wall in a single 
genus when they described Hippopleurifera ( HippomeneUa) repugnans (1929, p. 323). 
This recent species from the Philippines, which closely resembles the Lower Tertiary 
species, has a complete frontal wall like the frontal wall of H. pulchra when the 
pleurocyst is incomplete. 

On the other hand, the ovicell of H. pulchra is not finely punctate as it is in all 
Petraliidae (see Stach. 1936, p. 355), but closely resembles those of some of the Lower 
Tertiary species (e.g. Hippopleurifera incondita (Canu & Bassler), 1920, p. 383, pi. 1, 
figs. 1-8). The absence of hinge-teeth (cardelles) in H. pulchra is perhaps less 
important since, as shown above, there is a functional articulation of the operculum. 
The basal (radicular 1) pores are simpler than those of Hippopetraliella and resemble 
those of Hippopleurifera radicata (Canu & Bassler, 1920, p. 387, pi. 1, figs. 19-24) 
one of the American Eocene species which particularly resembles H. pulchra. There 
is no mu (to in Hippopetraliella , though mucros are common in the Petraliidae. 

Comparison wtth Umbonula :—Canu & Bassler (1929, p. 326) compared Hippo - 
pUurifera to Umbonula Hincks (1880, pp. cxxxviii, 316). The specimens represented 
in Busk’s figures a and b (1859, pi. x, fig. 1) of the genotype, show obvious resemblances 
to Umbonula littoralis Hastings and IJ. ovicellata Hastings (1944) respectively (i.e. to 
the littoral and deeper-water forms of V. verrucosa as understood by Hincks). * 

Canu & Bassler described Hippopleurifera as differing from Umbonula in the 
presence of hinge-teeth (cardelles), of a strongly chirinized operculum, of lateral 
avicularia and of rows of interareolar eostules. The last of these characters is a 
point of resemblance, not of difference. The lateral avicularia resemble those of 
IJ. arctica Sars (see p. 523) in position, and often in shape. The hinge-teeth in 
Busk’s specimens of Hippopleurifera sedgwicki are barely discernible, but where 
best seen are a little more developed than the opercular articulation of Hippopleurifera 
pulchra , Umbonula having no trace of articulation of this kind. The characters 
of the opercula of the fossil genotype of Hippopleurifera can obviously only be known 
in so far as they can be deduced from the characters of the orifice ; and the presence 
of the very minute hinge-teeth hardly warrants the conclusion that the operculum 
was strongly chitinized. Thus Canu & Bassler’s distinctions between Hippopleurifera 
and Umbonula amount to no more than the presence of minute hinge-teeth. There 
is, however, one other difference, namely the presence of spines, which are completely 
absent in Umbonula j\ 

Systematic Position :— Umbonula and Hipj^jphurife.ra are clearly very closely 
related. According to the latest classification of Bassler (1935, pp. 32, 33, 34), 
Hippopleurifera is placed in the Hippoporininae, a subfamily of the Escharellidae ; 
Umbonula is placed in the Smittinidae ; and the Petraliidae are recognized as a 
distinct family. 

I think the best way to express the possible relationships discussed here is to put 
Hippopleurifera and Umf>onula into one family, and to put this family next to the 
Petraliidae in the system. 

The family Umbonulidae Canu (1904, p. 18) is available for these genera. Canu 
introduced the family without definition, but with a reference to Harmer ‘ On the 

* For tho genotypo of Umbonula see Hastings, ' Notes on Polyzoa (Bryozoa), iv. * Ann. Mag. 
nat. Hint., in press. 

t As a frequent critic of the details of the work of Canu & Bassler, I should like to put on 
record my appreciation of their achievements. Their extensive investigations into, and wide 
knowledge of, the Polyzoa have enabled them to provide a vast store of information and ideas 
and to build a classification of the whole group, which have given a fresh starting point to us 
whose work is of more limited scope. 
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Morphology of the Cheilostomata ’ *. The name of the family, and the inclusion 
in it by Canu only of species referred to Umbonula , show that that genus should be 
taken as the type of the family. On p. 320 of the paper mentioned by Canu, Harmer 
discussed the taxonomic bearings of his observations, and recognized six types of 
Cheilostomatous structure. The fifth of these is the 5 umbonuloid ’ structure de¬ 
scribed in his detailed account of Umbonula in the same paper. This umbonuloid 
development of the frontal wall is one of the important points relating Hippopleurifera 
and Umbonula . Canu’s family is thus not only technically appropriate because of 
its type-genus, but also was evidently intended by Canu for just such an assembly 
of genera as those discussed here. 

It need hardly be pointed out that Harmer’s six types of structure represent 
higher groups than families, and that the genera mentioned as probably having 
umbonuloid structure are not all to be referred to the Umbonulidae. 

4, Summary. 

Mucronella mulie.ri Cal vet and Lepralia asperrima Keuss are synonymous with 
Cellepora pulchra Manzoni. 

Manzoni’s species belongs to Hippopleurifera Canu, a genus which appears to 
be related to Umbonula Hincks. The two genera may be referred to one family, 
Umbonulidae Canu, to be placed near the Petraliidae. 

Certain American Eocene and Oligocene species, described as belonging to Hippo - 
mendla , appear to be more nearly related to Hippopleurifera. They have been indi¬ 
cated by Stach as possible ancestors of the Petraliidae. Hippopleurifera is more or 
less intermediate in character between these Lower Tertiary species and the Petraliidae 
as represented by Hippoprtraliclla. 
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EXPLANATION OF THE PLATES. 

Plate 12. 

Hippoplnurifera sedgwicki (Busk) and H. pulchra (Manzoni). 

Fig. 1. H. sedgwicki (Busk). 

Part of D.33743, Coralline Crag, [Suffolk], showing ovicells. and long and short 
avicularia. xc. 60. 

Fig. 2. H. pulchra (Manzoni). 

Part of 99.7.1.1730, showing a complete ovieell (ov.) and two broken ovicells. 
X c. 60. 

«v. long avicularium. sp. spine bases. 

Fig. 3. H. pulchra (Manzoni). 

Part of the growing edge of the specimen from Villefranche, more highly magnified 
than in PI. 18, showing stages in the development of the pleurocyst. xc. 100. 

ov. 1. smooth ovieell. ov. 2. two ovicells with pleurocysts showing foramina. Avicu¬ 
laria also recognizable. 

Fig. 4. H. pulchra (Manzoni). 

Part of 99.7.1.1730 for comparison of the frontal wall with the figures of Manzoni 
and Reuss. Xc. 100. 


Plate 18. 

Hippopleurifera pulchra (Manzoni). 

Figs. I and 2. Photographs of the growing edge of the specimen from Villefranche showing 
stages in the development of zooecia and ovioells. x c. 60. 

Figs. 1 a and 2 a. Keys to figures 1 and 2. 

Zooecium B, with the frontal wall largely membranous, is recognizable in both 
photographs an4 shows how they fit together. Zooecia E, F, and G also show clearly 
in both. 

A. incipient zooecium, only proximal end formed, . frontal wall membranous. 
B, zooecium with membranous frontal wall complete, primary calcareous wall (olocyst) 
beginning to develop over proximal part. C. olocyst nearly complete, note spines. 

D. olocyst complete, traces of secondary calcification (pleurocyst) appearing at periphery. 

E, F, G and H. successive stages in development of pleurocyst. a . and 5. successive 
early stages of ovieell, note spines, d. two ovioells complete and smooth. /. ovieell 
with secondary calcification, g, h , k, etc. ovicells with more advanced stages of 
secondary calcification, sp, spines, ant. attached cellularine ancestmla. 
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Introduction. 

The following account (Part I) presents the results of the first of a series of studies 
on the locomotory meehanisms of segmented invertebrates which lias been under¬ 
taken with the object of recording and analysing the normal locomotory movements 
of a wide range of animals. The data is derived from intact unmutilatod specimens 
progressing under approximately normal conditions. Comparisons of the mechanisms 
exhibited hy animals, both from different groups, and from within the same group, 
provide clear evidence of the manner of evolution of the various types of gaits, 
and also gives a functional explanation of the gross body form characterizing these 
animals. It- is further hoped that it may be possible to carry out an analysis of the 
musculature associated with the several gaits which determines the shape of a 
segment of the trunk of an animal. 

The locomotory mechanism shown by Peripatus provides a key to the under¬ 
standing of the evolution of the various mechanisms found m higher Arthropoda. 
(See Part II). The movements of Peripatus are much more varied than they are in 
terrestrial Arthropoda provided with an exoskeleton. Since an appreciation of both 
the gaits of Peripatus, and of the principles governing them, are necessary for an 
understanding of the more advanced Arthropoda, the locomotory mechanism of this 
animal will be considered below in some detail. The locomotory movements of Peri- 
patop*is xedgwicki and of P . moselc.yi have been investigated by cinematography 
combined with recording of the footprints. 

As long ago as 1889 Haase remarked that photography was needed for the eluci¬ 
dation of the manner of locomotion of Peripatus. Zacker (1933) lias given a summary 
of the literature concerning the locomotion of the Onychophora. Haase (1889) noted 
the equally effective forward and backward crawling ; the absence of conspicuous 
body movements ; the several waves of limb movements which are propagated along 
the body at one moment; the limbs of a pair being predominantly in phase with 
one another ; and the irregular correspondence of the two sides of the body. He 
described the general movements of the leg, which usually steps on the sub-terminal 1 
pads of spines alone, and only sometimes grips with the paired terminal claws. He 
recorded a speed of 3-3—4r-l mm. per sec. for an animal 40 mm, long. Some of these 
JOUBN. LINN. SOC.—ZOOLOGY, VOL. XLI. 37 
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features had been recorded by Moseley (1874). Lankester’s observations accom¬ 
panied by drawings of P. capemis (1904) are approximately correct, and he clearly 
appreciated the need for photography to give data concerning the duration of the 
forward and backward strokes. Kemp (1914) makes brief reference to different 
types of locomotion in Peripatus but he does not define the gaits. 

Movements of the Head. 

The cinematograph records show that the head end of the body, particularly that 
part situated anterior to the second or third pair of legs, is cast alternately to the 
right and left when the animal is progressing forwards in a straight line (text-figs. 
3 and 4), and the antenna; may be alternately extended forwards (PI. 15, figs. 14 
and 15). The degree of flexure of the head-end varies, and the footprints may 
form a straight track in spite of the casting from side to side because the anterior 
one or two pairs of legs may not always touch the substratum. The head and 
antennae may be raised and lowered with an irregular rhythm, often about half as 
frequently as the paces performed by the legs (see silhouettes ou text-fig. 5 ; the 
line 4 ant.’ represents the upward and downward movements). The antenna' in the 
downward phase are usually just clear of the ground (PI. 15, figs. 11 and 13), but 
they may at times touch, as at * a ' in PI. 16, fig. 21, where 6 sensory haiis have left 
scratches on smoked paper on which the animal was walking. 

The Changes in Shape of the Body. 

The exact shape of a walking animal varies greatly from time to time. The dimen¬ 
sions of one animal at a particular moment are correlated with the relative duration 
of the backstroke (see pp. 541 and 551 and text-fig. 6), and the longer extensions of the 
body are usually associated with the faster speeds (see table IT, p. 552). The extension 
of the body determines in part the form of the tracks (see p. 537). 

The body tapers anteriorly and posteriorly, and its most obvious changes are the 
degrees of longitudinal extension. The same animal is seen in PI. 15, tigs. 14 and 15 
and in Manton 1938 a, pi. XIII, fig. 2 ; its length in fig, 14 is 9 % longer than it is in 
fig. 15, and in Manton 1938 a, fig. 2 the length is about 11 % shorter than in fig. 15. 
Two other animals are shown in PI. 15, by figs. 10 and 13 and by figs. 11 and 12. The 
length in fig. 13 is 17 % less than it is in fig. 10, and in fig. 12 it is 10 % greater than 
in fig. 11. Text-figs. 3 to 5 show the data derived from cinematograph records of a 
fourth animal. Outlines of the body are given above at successive intervals of 1 
second, and below at ‘ LB.’ is recorded the length of the body in mm, at the end of each 
second. In text-fig. 5 a a length of 58 mm. is constant for almost all of the record, 
in text-fig. 5 b the length decreases from 75-72 mm., in text-fig. 4 the length oscillates 
between 65 and 68 mm., and in text-fig. 3, where the animal is starting to walk from 
a stationary position, a stationary length of 51 mm. increases to a walking length of 
58 mm. and this again increases to 67 mm. 

When the body length increases its thickness decreases (see text-fig. 6, p. 554); 
more of each leg is visible in dorsal view (compare Manton, 1938 a, pi. XIII, fig. 2 
with PI. 15, fig. 15), and the heights of the dorsal and ventral surfaces above the 
ground are changed. An animal which showed a maximum longitudinal extension 
of 75 mm. carried the dorsal and ventral surfaces of its body 5-2 and 1 *3 mm. respec¬ 
tively above the ground at their highest points. The same animal on two occasions 
showed a walking length of 67 mm., it was performing slightly different speeds and 
had different shapes. The heights of the dorsal and ventral surfaces above the ground 
were 5*5 and 1*0 mm. respectively on one occasion and 6*0 and 1-2 mm. on the other; 
and the highest point was located about segments 6-7 on the former occasion and 
segments 8-9 on the latter, when the animal was walking more slowly. Thus an 
alteration of 8 mm. in body length was associated with an alteration in dorso-ventral 
thickness of 0-9 mm. at the thickest point. The width of the body also changes, 
this same animal being about 0*7 mm. wider at a body extension of 58 mm* than at 
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one of (57 mm. Thus tlie bases oi the legs at the shorter extension of the body 
must be situated slightly further from the middle line, and slightly nearer to the 
ground, than at the longer extensions. Changes in the shape of the legs are con¬ 
sidered below (]). 533). 

Tn text-fig. 2 u-r are shown the distances between the successive leg bases at thico 
extensions of the body of the same animal. The changes in length art* fairly uniform 
throughout the body, including the head end iu front of the first pair of legs and the 
tail end behind the nineteenth pair It is difficult to measure accurately t he distances 
between successive legs in the absence of clearly defined segmental fixed points. An 
estimate of these distances can best be made from a series of photographs of the same 
animal in lateral view, in dorsal view (PI. 14) the distances between successive legs 
may appear to change considerably during each cycle of leg movements when succes¬ 
sive legs are in unlike phase (see white dots on frames 2 and S, PI. 14)*, and they appear 
to remain much the same if successive legs are in almost the same phase (set* white 
dots on frames 3 and 5), PI. 14)*. Actually the bases of the legs are obscured by a 
band of lateral longitudinal muscles bulging above them (see below), and the white 
dots do not in fact depict the inter-limb distances. These distances do not change 
in association with the cycle of limb movements, as they do in AV/vu* and 
arthropods showing lateral undulations of the body. If the inter-limb sections of 
the lateral longitudinal musculature did change in length, a curvature of the body 
would result when legs of a pair were in opposite phase, and when successive legs 
showed a small phase difference. The body remains straight under such conditions, 
and thus no extensive cyclical changes in the length of the lateral body wall muscles 
can accompany the limb movements. In A'ww (hay (1938) has shown that the 
motive power is almost entirely derived from th(‘ longitudinal muscles of the body, 
and the adductor muscles of the parapodia probably play a \cr\ subordinate role in 
the propulsion of the animal. Jn Peripatus the reverse is tlie* ease, and the major 
propulsive force must come from the extrinsic limb muscles. It is probable* that 
here the primary function of the longitudinal body musculature is the maintenance 
of a rigid body wall by interaction witli the antagonistic, circular, dorso-ventral, and 
oblique muscles. A firm body wall, such as provided by the stiff integument of most 
arthropods, will provide fixed points for the operation of extrinsic limb muscles. 

A reduction in the propulsive force provided by the longitudinal body muscles 
and an increase in that supplied by the extrinsic muscles of the limbs must have been 
an important step in the (‘.volution of lim bs for terrestrial locomotion. (See also p. 5(53). 
The mechanical basis for the observed relationship between the gait and the propor¬ 
tions of a body segment have not yet been studied. However the recognition of this 
relationship is of considerable importance, as it provides a functional explanation 
for the major body forms to be found among the Mvriapoda (see Part II), and it also 
suggests a functional reason for the origin of a haemoeoel (see p. 5(>4). 

The Movements and Shapes of the Leg. 

The limbs of Peripatus extend outwards vent ro-laterally raising the lower surface 
of the body clear of the ground (Pl. 15, figs. 10-13). Not all the legs touch the sub- 
stratum ; the rudimentary 20th pair in /\ sedgivicki are not long enough, and Brues 
(1935) records that the last one or two pairs and the first three pairs in K. vespucchi 
are carried stationary over the substratum. In the specimens of P. mowleyi here 
considered, 22 pairs of legs are locomotory, and in P. wdgwicki there are 19 such pairs, 
but the most anterior and posterior legs do not always touch the ground although 
they often do so. 

The angle at which the legs project from the body in the transverse plane varies 
individually, and to a small extent in the same animal at different times. The legs 
are more ventrally directed in the two animals shown in PL 15, figs. 10,13,14, and In 
than in the two animals shown, in figs. 11 and 12 and in PL 14. The angle varies in 

* The dots have been marked on the photographs and were not present on the animal. 

37* 
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association with turning and straightening movements (see p. 557), as seen in PI. 16 , 
fig. 16, and with variations in the degree of extension of the legs, see below (see also 
Manton, 1938, PI. 1). 

The anterior and posterior legs are slightly shorter than those in the middle region, 
and the first and second pairs are usually more upright than those at the posterior 
end of the body (PI. 14). Thus the tips of the anterior legs are put on the ground 
closer to the middle line than those of the posterior legs, and the tips of the legs in 
the middle region are put down farthest from the middle line. Where the body is 
widest the distances between the tips of the limbs of a pair is greatest. In the animal 
shown in PI. 14 and text-fig. 2 a-c legs 1 are put down about 2-3 mm. from the 
middle line, this distance increases to 4 0 mm. at legs 7 and 8 and decreases to 2*5 mm. 
at legs 19. In animals with more vertically directed legs, as in PI. 15, figs. 10 and 14, 
all the limb-tips are jjlaced relatively nearer to the middle line. In text-fig. la the 
dimensions of another animal arc* shown in which the widest span is by legs 11 and 
12 instead of legs 7 and 8, this specimen may have been a female containing fairly 
bulky embryos. 

The extrinsic limb musculat ure is inserted on to the body wall ventrally and dorso¬ 
lateral Jy. The dorsal ‘ promotors ’ and ‘ remotors ’ (Snodgrass’ 1938 terminology) 
pass upwards from the limb mainly internal to the lateral longitudinal muscles, 
reaching the outer body wall just dorsal to these muscles and well below the level of 
the pericardial floor *. In some, but not all, specimens the tension on these k pro¬ 
motors ’ and 4 remotors ’ appears to cause the lateral longitudinal muscle to bulge 
outw r ards between their insertions and the base of the limb t- Tills bulge appears 
as a pale stripe lying above the limbs in PL 15, figs. 10-13, occupying nearly one 
third of the* visible distance between the bases of the legs and the dorsal outline, and 
in some specimens it overhangs the bases of the legs. In many species this part of 
the body is coloured differently from the dorsal surface (see Sedgwick, 1888, Pis. 37 
and 39). ' 

The stepping movements of the legs vary in some respects in different individuals. 
On the forward stroke the leg may be raised to an almost horizontal position in some 
animals, as in PI. 15, figs. 11 and 12, or the foot may be raised only just clear of the 
ground in others, as in PI. 15, figs. 10 and 13. On both forward and backward 
strokes the leg is held approximately straight from its junction w r ith the body (PL 14); 
there are no defined joints or movable sections of the limb as in other arthropods. 
On a hard substratum the tips of the limbs are in contact with the ground for almost 
the wliole of the backstroke, but when walking on paper covered by zinc oxide powder 
the limbs may touch the ground for the middle half or even less of the backstroke, 
so that the tips move forward relative to the ground although carrying out part of 
the backstroke, which then becomes propulsive only in part. Since the leg extends 
outwards in an approximately straight line during the propulsive backstroke, and 
since there are no undulations of the body, the length of the leg must change during 
each backstroke, being longest at the beginning and end, and shortest when the leg 
extends outwards in the transverse* plane. Each leg is put down after the one in 
front of it is raised, as noted by Moseley (1874) and Bouvier (1905.) 

When the animal is stepping evenly, the length of the stride taken by each leg 
is constant for any given speed of walking, and so is the distance which the base of 
each leg is carried forw r ards during the backstroke ; this distance and the length 
of stride become greater with an increase in the speed (see p. 536). The stride 
lengths range from 2*2 to 4*1 mm. in Pis. 16 and 17, figs. 18-22 and 25 which show 
the tracks left by an animal of about 50 mm. length, but greater lengths occur in 

* In Peripatojjsis the bulk of these muscles pass internal to both lateral longitudinal muscles, 
in Peripatoide * novae-zealandme Snodgrass (1938) finds that the dorsal promotor passes external 
to the internal latero-dorsal longitudinal muscle. 

t The cause of this condition is unknown, it may be connected with the amount of connective 
tissue present, which is often relatively greater in "older animals which also tend to show mono 
vertically directed legs. 
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other gaits. Since the anterior and posterior legs are shorter than those in the 
middle region, the shorter legs must swing through greater angles in order to aehieve 
the same length of stride. The angle of swing of a leg is difficult to record directly 
because of uneven stepping which occurs under conditions needed for cinemato¬ 
graphy (see p. 542) and because of the oblique position of the limbs. The apjmrent 
position of the legs in dorsal and in lateral views show average angle's of swing up 
to 92° for legs 2 and 17 and of 03 -83 for leg S at a brisk but not maximum speed 
of walking *. 

It is probable that the length of the leg changes at different speeds of walking. 
Firstly, the distances that the bast* of the leg is carried forwards t hi ring the 
backstroke range from 2*5-3*5 mm. at speeds ot 7-10 mm. per sec. in an animal 
whoso walking length varied from 58-75 nun. It is impossible to measure directly 
the length of the leg with accuracy in the absence of fixed points. However, a 
transverse section of tlie body can be drawn from the dimensions recorded in the 
films, and the axis of a leg projected from a cylindrical trunk can be measured. 
Jf the length of this axis remains constant (apart from changes hi length occurring 
•during the backstroke), the leg would have to swing t hrough angles differing by 30° 
to give distances of 2-5 and 3*5 mm. traversed during the backstroke. If however the 
length of the axis changes proportionately to that of the body, the axis of the leg v»ould 
only have to swing through angles differing by about 7 to achieve these distances 
traversed on the backstroke. It was impracticable to measure the angles of swing 
appropriately to determine the extent of t he changes in the angle of swing Secondly, 
the distance between tlie tips of the limbs of a pair can be measured from a series 
of photographs in dorsal view, and from recorded footprints. The animal of mean 
length of 66 mm. showed almost the same distance's between legs of a pair at a slow 
speed and extension of 58 mm. as at a faster speed and extension of 97 mm. The 
recorded footprints of another animal show the footprints lying nearer to the middle 
line at lower than at higher speeds. Since the bases of the legs at a minimal 
extension of the body lie further out and nearer to the ground than they do at greater 
extensions of the body, the formation of footprints at the same* or at greater distance's 
from the middle line at greater extensions of the bexly must indicate a slight 
elongation of the leg at the* greater extensions. The intrinsic limb musculature* is 
e>f the same type as that of the body wall, and can presumably earn' out e*e>mparable 
alterations in length. It is thus probable that the legs change in length as does 
the body in relation to the speed of walking, and that at the higher speeds the greater 
elistance travelled by the base of the leg during the propulsive backstroke* is achieved 
partly by an increase in the angle oi swing of the leg, and partly by elongation of 
the leg itself. Changes in longitudinal extension of both body and legs, such as 
described above, are unusual in the Arthropoda where a rigid integument precludes 
their occurrence. They might he looked for among certain soft skinned insect 
larvae provided with legs. Changes in the effective length oi the leg during each 
pace are necessary in most walking Arthropoda, but are done by alterations in the 
angles of flexure between the several joints. 

The Walking Movements. 

In starting to walk the anterior pair of limbs steps first, and the stepping movement 
spreads successively to the posterior pair in about 3J secs., the body at the same time 
increasing its length by about one-fifth (text-fig. 3). The waves oi limb movement 
pass forwards along the body, as in many arthropods and in polychaetes such as 
Nere/is, traversing the body in from 2-6 secs. Peripatus may sometimes resemble 
Ne.reis in the cycle of limb movement being propagated forwards more slowly than 
the backwards spread of the starting movements, but the difference between these 
speeds in Peripatus is not so great as in Nereis (see Gray, 1938, text-fig. 1 ). 


# 8 mm. per sec. by an animal of mean length of 66 mm. 
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The limb movements vary from time to time, although one type of movement 
can be maintained for considerable ]>eriods. Several gait# may be recognized, 
which result, in different speeds of w alking and in different patterns of footprints, 
but intermediate movements exist. 

An analysis of the cinematograph records and footprints of Peripatus can best 
be approached by a consideration of text-fig. 1, which illustrates different gaits. 
Each gait is characterized by (1) the relative duration of the forward and backward 
strokes, which will be referred to as the ’ pattern ’ of the gait, (2) the duration of 
the whole pace, i.e. one forward and one backward stroke, (3) the angle of swing 
and the degree of extension of the leg. and (4) the phase difference between successive 
legs. The numerical data appertaining to text-fig. 1 are arbitrary. The movements 
of three successive legs of a series are shown, progress being from left to right. A line 
sloping upwards and to the right represents a forward swing of the leg when it is 
held clear of the ground, and a line sloping downward and to the right represents a 
backward stroke when the tip is in contact with the ground. It is assumed that 
in all gaits the duration of a pace is constant (0-71 sec., which is 10 frames of the 
cinematograph reconls), that the legs are of equal lengths and are swung through 
equal angles, and that a gait of a pattern ‘A’ results in a speed of 8 mm. per sec. 
The lines depicting the successive legs are spaced apart for clarity, but since all 
the legs of one side of the body can use approximately the same footprint, these 
lines should in reality be spaced closer together. The backstrokes of successive 
legs which can share the same footprints are marked by the oblique arrow's 4 paces 
1, 2, 3 in text-fig. 1<7 the phase difference between successive legs is 0*4 and in 
text-fig. lb it is (Ho (i.e. a leg is put down 0*4 or 0*15 of the duration of a pace 
in advance of the leg in front), these values represent the extremes found in the 
records. Jn text-fig. lr a phase difference of 0-6 is shown. No phase differences 
of over 0*5 are found in Peripatus, but such values are present in some Myriopoda 
(see Part II). If the same footprint is used by successive legs a phase difference of 0*r> 
and is mechanically impossible for * bottom ’ or k middlegear ’ gaits as it would cause 
stumbling (see below). 

The pattern of the movement at each phrfse difference is show r n by the lines A-1. 
The thick lines A, J) and G represent legs stepping with forward and backward 
strokes of equal duration ; such gaits can conveniently be referred to as of pattern 
(5 : ft or ‘ middle gear ’ gaits, see p. ftft3). The thin lines B, E, and I show legs stepping 
with a long (0*5 see.) forward swing and a short (0*2 sec.) backward stroke, and such 
gaits can be referred to as of pattern (7 : 3 or 4 top gear ’ gaits, see p. 555). The 
dotted lines (\ F. and H represent legs stepping with a short (0*2 sec.) forward swing 
and a Jong (0*ft sec.) backward stroke, and such gaits can be referred to as of pattern 
(3 : 7 or * bottom gear ’ gaits, see p. 553). When all legs of one side of the body use 
the same footprint, gaits 0, G, and H would be mechanically impossible if the angle 
of swing of the leg remained the same, because a leg cannot be put down on a foot¬ 
print until the latter is vacated by the leg in front; however, such gaits might occur 
if the angle of swing were reduced, but the speed of a C gait at a small angle of 
swing would he very slow' (see also pp. 549, 550 and 555). 

The percentage, of leg# which are in contact with the ground at one moment differs 
in the various gaits. This is not a function of the phase difference, but is solely 
determined by the proportion of time spent on the backstrokes. In gait F 70 %> 
m gaits A and 1) 50 % and in gaits B, E and I 30 %. of the legs in a series will be in 
contact with the ground at once (see also p. 552 and Appendix I). 

The slope of the line 4 r ’ joining comparable positions of the legs in text-fig. 1 a-c 
allows the rate and direction of transmission of the metachronal waves of limb movement 
along the body. If this line slopes towards the top of the page the wave will appear 
to travel forwards (text-fig. la and 6), and if it slopes towards the bottom of the 
page the wave will appear to travel backwards (text-fig. lc), and at the rates 
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paces 




JJKXT-FIG. 1. 


Different patterns of stepping movements of three successive legs of a series are shown by the 
undulating lines A-1, progressing in the direction of the arrow ' u: ’. The phase d ifference 
between successive legs is 0-4 in fig. ]«, 0-15 in fig. lb, and 0-6 in fig. lc. The vertical lines 
mark the end of the backstroke of all gaits. The horizontal lines 4 1 * show the time interval 
between one leg and the next behind it being put on the ground. The oblique arrows * paces 
1-3 show the backstrokes of successive legs which can share the same footprints. The line 
' r shows the rate of forward transmission of the metachronal waves of limb movement In 
the gaits indicated by heavy lines £ the legs of a series will be on the ground at once, in those 
4iown by thin lines 3/10ths, and in those shown by dotted lines 7/10ths of the legs will be so 
situated. For further description see text. 
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indicated by the slope of line ‘ r \ The direction and the speed of transmission 
of the wave is dependent upon the phase difference between successive legs. Phase 
•differences of less than 0*5 give forward transmission, and at increasing speeds as 
the phase difference decreases ; at values of over 0*5 the metachronal waves will 
pass backwards, and at increasing speeds as the phase difference increases. At a 
phase difference of 0-5 the wave would appear stationary. In an animal with 
19 pairs of locomotory legs moving as in text-fig. la, the wave of limb movement 
would traverse the body from tail to head in 6-4 secs., and when moving as in 
text-fig. lb it would take 1-9 secs, (see also p. 548). 

The base of a leg travels forwards continuously. During the backward stroke 
the tip of the leg is stationary, and the distance travelled by the base of the leg 
determines the speed of progression of the body. An increase or a decrease in the 
duration of the forward swing will not influence the speed of progression. The 
distance travelled by the base of the leg during the backstroke will be the same 
for different gaits if the angle of swing and length of the leg is the same. Thus 
if the speed of the animal with a gait of pattern A is 8 mm. per sec. a distance of 
2-8 mm. will be traversed during the 0*35 sec. period between the vertical lines 
X and A (text-fig. 1 a) and X and D (text-fig. 16), and also during the 0*2 sec. period 
between the lines X and B and X and E, and during the 0*5 sec. period between 
the lines X and F. The speeds of gaits B, D, E and F can then be calculated, 
and are greatest for (7 : 3) gaits B and E (thin lines, 13*3 mm. per sec.), and least 
for (3: 7) gait F (dotted lines, 5*6 mm. per sec.). The phase difference between 
successive legs can change without influencing the speed. 

The length of a stride of a leg is given by the duration of the pace x the speed of 
progression. The stride in gait F will be 3*9 mm., in gaits A and D 5*7 mm., and 
in gaits B and E 9*6 mm. Longest strides thus accompany greatest speeds (see also 
p. 542). Stride lengths are uninfluenced by the phase difference between successive 
legs. 

If the angle of swing or the length of the tegs or both are increased while the pace 
duration remains the same, the body will be propelled forwards faster. If a distance 
of 3*2 mm. instead of 2*8 mm. is traversed by the base of the leg during the back- 
stroke, a speed of 9 mm. per sec. will be achieved by gaits A and D, 15*2 mm. per sec. 
by gaits B and E, and 6*4 mm. per sec. by gait F. If the angle of swing or the length 
of the legs or both are decreased, the pace duration remaining the same, slower speeds 
will result; thus if 2*5 mm. is traversed by the base of the leg during the backstroke, 
gaits A and D will give speeds of 7 mm. per sec., gaits B and E speeds of 11*8 mm. 
per sec. and gait F a speed of 5*0 mm. per sec. The lengths of the strides are 
correspondingly increased or decreased (see also p. 542). 

The pattern of the footprints is determined by the duration of the pace, the speed 
of progression, the pattern of the gait and phase difference between successive legs, 
and by the degree of extension of the body and limbs. Each foot may be put down 
approximately upon the same place as used by the leg in front, and then a rounded 
common mark is formed by all the legs of one side of the body at each pace 
(‘pace 1 ’ etc., on text-fig. 1), and a series of such marks will lie on either side of the 
middle line, and be separated by the length of the stride (PL 16, figs. 20 and 21). 
Alternatively each foot may be put down either in front or behind the footprint 
left by the leg in front, and then the footprints of all the legs of the body will form 
elongated sets, such as seen in PI. 16, figs. 18 and 19. If each set is longer than 
the length of the stride, the successive sets will overlap as in fig. 18. 

The time interval between the beginning of the backstrokes of two successive 
is legs shown by the line t’ in text-fig. 1. It is of the same duration for all gaits 
with the same phase difference and duration of pace ; thus ‘ t ’ is 0-42 sec. for gaits A 
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and B, 0*62 sec. for gaits D, FI and F, and 0-28 sec. for gait l. The distance ‘ d ’ 
travelled during time ‘ t ’ will be different for each gait, thus for gaits A, B, I>, E, F 
and I it is 3*4, 5*6, 4*9, 8*5, 3-5 and 3*7 mm. respectively. The position of the n f-lth 
footprint relative, to that formed by the nth leg in front of it is given by the distance 
‘d’ minus the distance ‘s’ between the middle of the bases of the two successive 
legs. (The distance ‘s' varies individually and in different parts of the body, and 
is altered by changes in longitudinal extension of the body, see above.) When the 
resultant of (d-s) is positive the n {-1th, footprint will lie at that distance anterior 
to nth footprint, and when it is negative footprint n-j-1 will lie behind footprint n, 
and when it is zero footprint n-f 1 will lie at the same antero-posterior level as foot¬ 
print n. The theoretical position of each footprint of a given gait can now be plotted. 
The antero-posterior co-ordinate is given by (d-s) and the transverse co-ordinate 
by the distance from the middle line of the penultimate pad of setae near the tip of 
each leg, this distance varies with the segment and with the degree of extension of 
of the animal. 

A variety of gaits and speeds exist between certain extremes for any one animal. 
♦Speeds of 5-10 mm. per sec. are shown by a full sized P. .s wdyv'icki of mean length of 
of 00 mm. The resultants of ‘ d ’ over this range lie between 3 and 7*3 mm. The 
theoretical patterns of the sets of footprints formed by this animal when * <1' is 
3*0, 3*4, 3*8, 4*2 and 4-0 mm. are shown in text dig. 2. The vertical arrows represent 
the sagittal line of the body and of the track, and show the direction of walking, and 
left footprints only are drawn. The middle of each footprint is indicated by a dot. 
and a line joins the footprints of successive legs which form each set. Footprints 
of legs 1, 10 and 19 are marked, and the numbers of the intervening footprints are 
usually omitted. The positions of the footprints of the first pace by leg 1 are plotted 
on the same horizontal level for the different values of hi', and are marked k p. I 
Three different sets of footprints are shown for pace 1 at each value of hi*. That 
marked by a continuous line is formed by the animal walking at a minimal extension 
(58 mm.) with dimensions as shown in text-iig. 2r ; that marked by a broken line 
line is formed by the animal at a moderate length (07 mm.) as in text-tig. 'll : and 
that marked by a dotted line is formed by the same animal at a maximal length 
(75 nun.) as in text-fig. 2 a. As the value of hi’ increases there is a tendency for 
each set to spread further forwards from the footprints of the first leg. 

The sets of footprints formed by the second and third paces of all legs are drawn 
for the body length of 58 mm. in text-tig. 2d, ‘ p.2.’ and *p 3.' marking the antero¬ 
posterior levels of the footprints of leg one. The beginnings of the sets corresponding 
with the longer body length (dotted line) are shown only as far as the footprints of 
leg tw r o, the sets corresponding with the moderate body length (interrupted line) 
lie superimposed on those shown for a length of 58 mm. as far as the footprints of 
leg two, and are not indicated. In text-fig. 2c the set of footprints formed by the 
second pace for a body length of 58 mm. is shown in full (continuous line) starting at 
the level ‘p.2.a’. It is found that more than one gait possess the same value for 
‘ d ’ and that the lengths of the strides of such gaits may or may not be the same (see 
p. 542). If the degree of extension of the hod> is the .same, the tracks made by gaits 
with a similar value ‘ d ’, but different lengths of stride, will consist of identical sets 
of footprints separated by distances equal to the various lengths of stride. Thus 
in text-fig. 2e the set of footprints formed by the second pace of gaits with a stride 
length of 5*0 mm. starts at the level ‘ p.2.a’, while that of gaits with a stride length 
of 3*9 mm. starts at the level 4 p.2.b.\ only two footprints being indicated. Simi¬ 
larly in text-fig. 2/ 4 p.2.c.’ and 4 p.2.d.’ represent the levels at which the second 
set of footprints are formed by gaits possessing a ‘ d ’ of 3*8 mm. but different stride 
lengths!. 

Each set of footprints may form an almost closed ring, it may be a-shaped, and 
the en<jl formed by the posterior legs may extend forwards or backwards. When 4 d 
is 4*2 mm. the sets of footprints formed at all body lengths extend forwards without 
any loop, and when 4 d ’ is greater than this the sets of footprints extend further 
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forward, as in text-fig. 2//, or to an even greater extent. When compact, circular, 
or, a-shaped, sets of footprints are formed they are well separated from each other, but 
the elongated sets overlap. At slow speeds‘(low values of ‘ d ’), (or if the body were 
extended) they overlap backwards (dotted linos text-fig. 2d and e), and at higher 
speeds (or if the body were* more contracted) they overlap forwards (continuous line 
text-fig. 2f-h ). At a “ (l of b‘4 mm. which is shown by a gait ‘ K.# 2 . 8 ' (see below 
and table I), each set will be about three times as long as that shown by the dotted 
line on text-tig. 2//, and the overlap will be such that six sets will lie superimposed 
upon each other so that they can no longer he differentiated in the track. 

Sets of footprints formed at different both lengths may possess the same general 
form at different values of *d\ as shown for example by the continuous line in text- 
fig. 2 *, the interrupted line in fig. 2y , and the dotted line in tig. 2/n hut the sets are. 
never replicas of each other. In text-fig. 2/, k\ and / shown the sets formed at the 
three extensions of the body which have the smallest loop in the line joining the 
footprints, to the nearest ()• 1 mm. for k <1 ’ (i.e. if the * d ’ value is increased by 0- L mm. 
the loop in each case opens out). These three sets are of different sizes, that formed 
at a 07 mm. extension is longer than those formed at extensions of 58 and 75 mm ; 
this order of overall length is not the same as it is for the sets at the three body 
extensions in fig. 2g and A, where the 58 mm. extension of the body gives the longest 
set. The proportions of the three sets in tig. 2/, k, and 1 are also unlike, the footprints 
of leg 10 forms the middle of the loop in tig. 2L it lies beyond the loop in tig. 2 1\ and 
in tig 21 it lies on the last ijuarter of the loop. For every change in lmdy extension, 


L*>jmd to Te.rt-Juf. 2| 

FigiK. n- c allow walking extensions of the both of 75, <>7 and 58 mm. respectively, in the same 
specimen of P. nedffwieki seen in PI. 14, and the distances of the tips of the limbs from the 
middle line. The tips of the limbs are shown at the same distances from the middle lino 
at all three extensions, although these distances are actually slightly less at the shorter 

* xtensions of the body. 

Figs. d-/i show the calculated left sets of footprints of the animal seen in PI. 14 and text-tig. 2a-c, 
which will he formed at the three extensions of the body (continuous, interrupted and dotted 
hnes) when the distance ‘ d 1 travelled in tune ‘ t ’ (see text-fig. 1) is 3*0, 3*4, 3-8, 4-2 and 
4 b mm. respectively. All the mam shapes of tin* sets, are illustrated, as values of ‘ d ’ much 
below 3*0 mm. do not occur during normal walking, and the higher values exhibit the same 
’ vpe of pattern as m fig. h but of a more elongated <om». For further description of the 
‘■’iruros see p. 357. The details of the gaits which will form these footprints are given in table 
1 tin the horizontal lines opposite the values < f * d \ (huts with similar relative durations 

♦ if forward and backward stroke bear the same* letter (A, or B etc) and will he performed at 
th<> same extension of the body. 

Fig. d. 'd' is 3*0 mm., the sets of footprints are repeated at 5*0 mm. intervals, ‘ p.2 ' and 'p.3' 
showing tin* position of the second and third paces ol leg 1. The throe gaits entered on table 1 
with a ‘ d ' of 3*0 mm. have the same stride lengths and body extensions, so that their 
tracks will be as shown by the interrupted lines, repeated at intervals of ‘ p.l p.2 ’ etc. 

Fig. f.'d ' is 3*4 mm. The six gaits entered on table J for a ‘d’ of 3*4 nun. have two stride 
lengths and two body extensions, so that the tracks formed by the three A.0 2 . 6 gaits will be 
«is shown by the interrupted lines repeated at ‘ p.2.a \ and those formed by the three F.0 2 . 6 
gaits will l>e shown as by the continuous hnes repeated at ‘ p.2.b \ 

Fig. J. ' d' is 3*8 mm. The six gaits entered on table I for a ‘d’ of 3*8 mm. have two stride 
lengths and two body extensions, so that the tracks formed by the three gaits A.0„. s will be 
as shown by the interrupted line repeated at ‘ p.2.d ’, and those formed by the three F.0 2 . g 
gaits will be as shown by the continuous line repeated at ‘ p.2.e ’. 

Fig. ff *'d * is 4*2 mm. The two gaits entered on table I for a ‘ d ' of 4*2 mm.have almost the same 
stride lengths but would probably have different extensions of the body (the B gait has not 
been recorded from the living animal). The tracks of the B.0 2 . 5 and A.0 3 . 5 gaits will be 
as shown by the dotted and interrupted lines respectively, repeated at ' p.2.e 

Fig. lu ' d * is 4*6 mm. One gait entered on table I for a ‘ d ' of 4*6 will probably form tracks 
as shown by the dotted line and repeated at * 2.p.f ’ (a B gait has not been recorded from the 
living animal, but would probably show a body extension as for the E gaits). 

Figs. M show the sets of footprints formed at the three body extensions which possess the smallest 
loop in the line joining the successive footprints, taken to the nearest 0*1 mm. for ‘ d \ 

For further description see text. 
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or in the value of ‘ d ’, a set of footprints is formed which is unlike any other. The 
sets of footprints covering the smallest area arc formed by the three body extensions 
when the ‘d* value is 3*0, 3*4 and 3*8 mm. respectively (see the continuous, 
interrupted and dotted lines on text-fig. 2d, e and /); a particularly compact 
appearance may result from the failure of legs 1 and 19 to touch the ground, so that 
the ot-like form is reduced to a dot, see text-fig. 2d continuous line. 

The sets of footprints shown by the continuous line in text-fig. 2e and by the 
broken and dotted lines in text-fig. 2 g show a distinct kink between footprints 6 and 9. 
This point corresponds with the loop shown by the continuous line in text-fig. 2d 
and the broken line in text-fig. 2e and /. The position of this kink or bend is 
determined by the widest part of the animal, and by the relative lengths of the 
anterior and posterior segments. In this particular specimen (PI. 14 and text-fig. 
2a-c) limbs 7 and 8 are put down furthest from the middle line, and leg 10 lies almost 
mid-way between leg 1 and the posterior end of the body. In the tracks formed b\ the 
animal shown in text-fig. la at a ‘d’ of 3*5 mm (text-fig. Ih), the bend in each 
set occurs at footprints 10-11 and lies nearer to the opposite end of the set (compare 
with text-fig. 2e f continuous line). The animal shown in text-fig. 7 a has its widest 
point near legs 10 and 11, and the body length behind leg 10 iR relatively greater than 
it is in the animal shown in text-fig. 2ar-c. Thus very small differences in bodily 
shape cause conspicuous differences in the tracks. Factors which effeot the form of 
the tracks are further considered on pp. 542 and 550. 

In table I details of various gait* which might he performed by this same specimen 
of JP. sedgwicki (Pl. 14 and text-fig. 2a-c) are arranged under progressive values 
for * d \ They are calculated as shown above, taking values for the duration of the 
pace, the duration of the backstroke, and the phase difference between successive 
legs which are shown by the cinematograph records of this animal (see text-figs. 3-5 
and below). Pace durations of 10 frames (0-71 sec.) as in text-fig. 1, of 11 frames 
(0*785 sec.) and of 12 frames (0*86 sec.) are shown in the vertical columns I-II1. and 
the general characters of the gaits at these three pace durations are entered above. 
The patterns of gaits A-E are seen in text-fig. 1.* The duration of the backstroke in 
gaits A and D is equal to that of the forward stroke, in gaits B and E the 
backstroke is fester and in gait F it is slower than the forward stroke. The durations 
chosen for the backstrokes are 3*5, 4 0 and 4*5 frames (0*25, 0*28 and 0*32 sec.) m 
gaits B and E, they are 5*0, 5*5 and 6*0 frames (0-35, 0*39 and 0*43 sec.) in gaits 
A and D, and 6*5, 7*0 and 7*5 frames (0*46, 0*50 and 0*53 sec.) in gait F. (A back- 
stroke of 3 frames (0*21 sec.) as shown in text-fig. 1 for gaits B and E is actually too 
short to be performed by the animal.) In gaits A and D the phase difference between 
successive legs is 0*4 and in gaits D, E and F it is 0*15, as in text-fig. 1. 

Tablk I 

The calculated gaits of a specimen of F. aedgwteki shown m text -fig. 2a~c and PI, 14, ananged 
under increasing values for ' d' (the distance travelled in time ‘ t \ the interval between owe leg 
and the next behind it being put on the ground (see text-fig, 1) The general patterns of gaits 
A-F are shown m text-fig. 1. The durations of the forward and backward strokes of gaits A and 
D are as 5 : 5 in all columns ; those of gaits B and E are as 0*3 : 3*3, 6*4 : 3*6 and 6*3 : 3*7 in 
columns I-III respectively , and those of gaits F are ns 3*5 : 6*5, 3*6 : 6*4 and 3*7 i 6*3 in columns 
I-m respectively. The phase difference between successive legs m gaits A and B is 0*4 and in 
gaits D, S3 and F is 0*15, as m text-fig. la and 5. The numbers entered after 0 indicate that the 
angles of swing and the extension of the legs are such that distances of 2*5, 2*8, 3*2, and 3*5 mm. 
respectively are traversed by the base of the leg during the backstroke (only one entry for 

is given). Speeds are given in mm. per sec., and lengths of stride in mm.; both are expressed 
to the nearest 0*1 mm., certain small differences between the gaits are thereby masked. The 
entries in italics and in brackets are too fast for the animal to perform, and those in iteHce alone 
are of doubtfel practicability, The particulars of the gaits are calculated from the data given at 
the top of each column, and from the assumption that gait A, 0*.* in column I gives a speed of 
$ boon, per sec. 
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[For legend to Table I, see p. 540. 
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Alternative values are given for a factor * 6 ’ which represents the angle of swing 
of the legs. The shorter anterior and posterior legs execute greater angles of swing 
than the longer middle legs, so that the same distance is travelled by the bases of all 
the legs during their backstrokes (p. .533). Greater speeds may be achieved by an 
increase in both the extension of the legs and their angles of swing (p. .533). When 
the angles of swing and the extensions of the legs are such that the bases travel 
2-5 mm. during the backstroke, ‘ 8 , 2 . b ' is given beside the letter denoting the pattern 
of the gait. Similarly when the angles of swing and the extensions of the legs are 
increased, so that 2-8, 3*2 or 3*5 mm. are traversed by the bases of the legs during 
the backstrokes, k 0 2 . 8 \ an d ‘ # 3 . r) 5 respectively are given (there is only one 

entry for 0 3 . 5 ). These values of 6 result in speeds of 7, 8, 9 and 10 mm. per sec. by 
gait A in column J. At each of the three pace durations (columns l-Lll) all gaits 
bearing the same values for 0 traverse the same distance during the backstroke. The 
pattern of the gait and the angle of swing of the leg, the resultant speed in mm. per 
sec., and the length of the stride performed by the legs are entered on the same 
Ixorizontal line as their values for ' d \ 

Of the 45 different gaits entered in table J, up to b possess the same value for ‘ d ' J f 
the body extension remained constant the sets of footprints formed at different speeds 
by all gaits with a similar * d ’ value would be identical. Actually the body extension 
for gaits of the A and 1) patterns may be the same, but that for the F pattern will be 
shorter and for the E pattern longer. When * d ’ is 4*3 mm. almost the same stride 
length is also shown by the 6 gaits, so that here the distance bet ween successive sets of 
footprints will be common to all, but gaits of the D and F patterns would lx* performed 
at different body extensions, so that two types of track wall he formed by the 0 gaits. 
Where ‘ d ’ is 3*4 mm. there are again b gaits, but those marked A, 0 2 -s have stride, 
lengths of 5*7 mm., and those marked F, 0 2 . 5 have stride lengths of 3*9 nun. : the 
body extensions of gaits A and F will be different, so that two types of track will be 
formed with distances of 5*6 and 3*9 mm. between successive sets of footprints of 
two different forms. It will be noted that two different gaits can give the same speed 
and stride length, as shown by D, 0 2 . 5 and F, 0 3 . 2 at each of the three puce durations 
(columns I—III). It will also be seen by reference to either columns I, II or III 
that a change of phase difference alone will considerably alter the value of * d ’ 
(compare A, 0 2 . 5 and D, 0 2 . 5 or B, 0 2 . 8 and E, 0 2 . 8 ), and thus will greatly change the 
pattern of the footprints (see pp. 550 and 550). 

Table I shows that the length of the stride tends to increase with increasing speed, 
but that the length also depends on the duration of the pace. Strides of 3*9 nun. 
are found at speeds of 4*0-5*4 mm. per sec., strides of 4*4 mm. occur at speeds of 
5-2-6* 1 mm per sec., and strides of 5*0 mm. at speeds of 5*9-7*0 mm. per see. etc. 
Further points emerging from this table are considered on p. 550, and in Part II. 


The OlNJEMATOURArH RECORDS OF WaLKINCJ. 

The animals normally shun bright light, and all tiie cinematograph records show* a 
lack of uniformity in the limb movements (see also pp. 548 and 551 ),due, it is believed, to 
the stimulatory effect of the illumination. The footprints which were recorded on 
smoked paper in a dimmer light show r that the animal can maintain exactly the same 
pattern of gait, angle of swing of the leg, pace duration, and speed for considerable 
periods. It is probable that this uniformity is usual under natural conditions. 
1 luring uneven stepping compensatory variations occur in the movements of the legs 
and body, so that the speed of walking is not necessarily altered (see p. 560). In 
spite of the irregularities occurring under the bright light, the various types of 
movement of which the animal is capable can be seen in the cinematograph records. 
Some of the analyses of these records are shown in text-figs. 3-5 ; in text-fig. 3 the 
animal is starting to walk from a stationary position ; in text-figs. 4 and 5a a walking 
animal is recorded in dorsal view*; and text-fig. 5b is taken from a walking animal 
in lateral view. The left half of text-fig. 4 shows the most regular section of the films. 
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Text-figs. 3-5. 

These figures give analyses of four cinematograph films of the same individual of P. sedgivicki, 
showing various gaits, speeds, and extensions of the body. The general form of the l'ecords 
is the same as described for text-fig. 1, p. 534, see also p. 542. The vertical rows of spots mark 
legs, of the side shown by heavy lines, which are in contact with the ground at one moment. 

Text-fig. 3 shows the animal starting to walk from a stationary position at 0 sec. The heavy 
lines represent the positions of the right legs and the dotted lines those of the left legs. Above 
are given outlines of the body at the start ‘ O at 10 intervals of 1 sec. and at 10£ secs, after 
the start. The bracket 1 p ’ shows the location of the 12 successive photographs on PI. 14 . 
On the right-hand third of the figure, where stepping is well established, the average duration 
of a pace by the anterior 5 and many other legs is 10 frames (0*71 sec.); the forward and 
backward strokes are of equal duration, an average of 9-10 legs are in contact with the 
ground at once, see spots at frame 117. On the middle part of the figure, where all legs have 
started stepping, the duration of a pace is often up to 13-15 frames (1 sec.) ; the backward 
stroke is up to twice the duration of the forward stroke ; and up to 14 legs may be in contact 
with the ground at once, see 13 spots at frame 84. The phase difference between successive 
legs is small at first, 0*25 and 0*16 between right legs marked by the vertical lines at frames 
00 and 73 respectively, and it increases to 0*33 and 0*25 between the vertical lines at frames 
134 and 124, and to 0*45 for the anterior legs at the right-hand side of the record. 

Text-fig. 4. 

The samo animal walking at a moderate pace. The left half of the figure shows fairly regular step¬ 
ping, and the right half shows various irregularities described on p. 549. The footprints were 
recorded at the same time, see tig. 17, PI. 16 and text-fig. 8. The heavy lines represent the 
positions of the right legs and the dotted lines those of the left legs. The oblique arrows 1—8 
are approximately in line with the backstrokes of the right legs forming the sets of footprints 
shown m fig. 17 and toxt-fig. 8: the backstrokes of the corresponding left legs lie either on the 
same lines or a little to the right (in advance) and have not been shown by separate arrows. 
The small oblique numbers on the heavy lines denote the backstrokes of the right legs. The 
vertical letters G, H and J represent irregularities started by right logs and repeated by those 
following on the right side ; and the letters W, X, Y and Z represent irregularities started by 
left legs which are propagated backwards ; G and W are also seen in text-fig. 8. The initial 
irregularities of the posterior few legs is associated with a straightening of the posterior end 
of the bod>. Above are given outlines of the body at one sec intervals from 0 to 11 secs., 

‘ p.2-8 ' shows the level of the sots of footprints 2-8 shown in fig. 17 and text fig. 8. On the 
left half of the figure : the average duration of a pace by most legs is 10 frames (0*7 sec.) with 
forward and backward strokes of equal duration, and an average of 9-10 legs are in contact 
with the ground at once, see spots at frame 49 ; the phase difference between successive legs 
is 0*3-0*45, see the vertical lino at frame 22 ; the aVerage time interval between one leg being 
raised from tlio ground and the next being put in its pace is 1 f frames (0*12 sec.) ; and the 
lengths of stride at paces 6-8 are 5*5-6 mm. 

Text-fig. 5A. 

The same animal walking more slowly and showing a small phase difference between successive 
legs and a shorter extension of the body. The heavy lines represent the positions of the left legs 
and the dotted linos those of the right logs, the nineteenth pair is omitted as it could not be seen 
clearly in the film. Above are given outlines of body at 1 sec. intervals from 0 to 4 secs. 
The average duration of a pace by the more anterior legs (which are stepping evenly) is 11 
frames (0*74 sec.). The average duration of the forward swing is 4*2 frames (0*30 sec.) while 
that of the backward stroke is 6*8 frames (0-48 sec.), an average of 12 legs is in contact with 
the ground at once, see spots at frame 20. The vertical lines at frame 25 show phase 
differences of 0-2 between legs 1-6, 0*25 between legs 6-10, almost 0*5 between legs 11-13, 
0*33 between legs 13-16 and 0*36 between legs 16-18. The average time interval between one 
leg being raised from the ground and the next being put in its place is If frames (012 sec.). 
The average pace length by the more anterior legs is 5 mm. 

Text-fig. 5B, 

The same animal walking more quickly and showing a small pliase difference between successive 
legs and a longer extension of the body. The film was taken in lateral view so that the 
left legs only are shown. The nineteenth leg did not touch the ground and is omitted. The 
movements of the head and antennae in the vertical plane is shown by the line ‘ ant.', and 
above are given two outlines of the animal at frames 41 and 71 showing the alternate 
positions of the head. The average duration of a pace by the more anterior legs when stepping 
evenly is 11 frames (0*74 sec.). The average duration of the forward swing is 6*8 frames 
(0*48 sec.), while that of the backward stroke is 4*2 frames (0*30 sec.). An average of 7 legs 
is in contact with the ground at once, see spots at frame 20 and elsewhere. The average 
phase difference between the more anterior legs is 0*2, see vertical line at frame 32. The 
average time interval between one leg being raised from the ground and the next being put 
in its place is 3f frames (0*23 sec.), the average pace length by the more anterior legs is 6 mm. 
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All these records are of the same individual (PI. 14 and text-fig. 2a-c.), the dimen¬ 
sions of which have been used for plotting the theoretical footprints shown in text- 
tig. 2d—l. This animal frequently omits to use one leg, which is then carried off the 
ground in a forward position ; in text-figs. 3, 4, and 5A the right 6th leg is not used, 
and in text-fig. 5B the left 9th leg is stationary. The 9th leg stops normally in 
text-tigs. 3, 4, and 5A, and the 6th leg was also used at other times. The general 
form of text-tigs. 3-5 is the same as already described for text-fig. 1, p. 534. The 
movements of the right legs are shown by heavy lines m text-tigs. 3 and 4, and 
those of the left legs by dotted lines ; in text-tig. 5A and B the left leg movements 
are shown by heavy lines, and those of the right legs in text-fig. 5A by dotted lines. 
A time scale in seconds and in frames is given below, together with the body length 
B.L. at one-second intervals, and the distances travelled by the head 4 H.T.’ and 
tail * T.T. ends of the body during each second, both to the nearest mm. The 
entries for * H.T.’ and ‘ T.T.’ are the same only when the body length remains 
unchanged. 

77c phase relationship between ley# of a pair vary# at different times. 
There is a strong tendency for the legs of a pair to he moved in phase with one another 
(as seen by Moseley 1874, Haase 1889, and Kemp 1914), but they may exactly alter¬ 
nate, or siiow any intermediate condition PI. 15, figs. 14 and 15 show the anterior 
five pairs of legs to be markedly out of phase, legs 9-14 in fig. 14 are approximately 
in phase, but legs 10-13 in fig. 15 are out of phase. Dr. Lawrence’s photograph of 
a walking Opisthopafus rose,us (1947, text-fig 3) shows legs J-4 and 10-11 to he 
approximately in phase with their fellows, while the remaining 12 pairs are markedly 
out of phase. The records of P. sedgwichi (text-ligs. 3-5, show a greater degree of 
co-ordination between legs ol a pair than is suggested by figs. 14 and 15. In text- 
fig. 3 most pairs of legs in starting to move do so almost in phase with one another ; 
this correlation is maintained by the first pair throughout their uneven initial steps 
and after a steady rhythm has been set up during the last five paces. The 12th 
and 18tli pairs also almost exactly maintain their co-ordination, hut the other 
pairs lose and regain their similarity in an irregular manner. In text-tig. 4 the paired 
legs are seldom exactly in phase, and many move in alternate phase for a number of 
paces. In text-tig. 5Athe first five pairs, performing a slow backstroke and a faster 
forward stroke, are almost exactly in phase. When the patterns of the gaits shown 
by the records are considered (see below), it is seen that the k bottom gear ’ pattern 
with a relatively long backstroke (left half of text-tig. 3 and text-fig. 5A) is 
associated with paired legs in phase with each other. In the k middle gear ’ pattern 
with equal forward and back strokes (text-fig. 4) the relationship is irregular. Few 
records have been obtained showing the legs of both sides of the body in a k top gear ’ 
gait (with a relatively short backstroke), but these show the paired legs to be exactly 
out of phase (see fig. 12, PI. 15, where right legs 11 and 12 can he seen on the ground 
while their fellows are performing the recovery stroke). For further discussion see 
p. 553. There appears however to be a stronger correlation between the legs of one 
side of the body than between legs of a pair (see below). Whether an explanation 
for this lies in the structure of the nervous system is unknown. The paired ventral 
nerve cords lie far apart, just internal to the limb bases, while their cross connections 
in each segment are small, numerous and long. Tn Geophilus a variable relationship 
also exists between the legs of a pair, but the nerve cords are here close together as. 
in other Chilopoda. Whether the connections between these nerve cords are more 
scanty than in other Chilopoda, as is suggested by the theoretical diagram by Holst 
(text-fig. 5, 1934), remains to be proved by an investigation into the tine structure of 
the nervous system. 

Under favourable environmental conditions the same phase difference between legs 
of a pair may be present all along the bod>, and may persist for very many paces. The 
footprints recorded in PI. 16, fig. 20 show the sets formed by the left legs to be about 
l/3rd of a pace in advance of those of the right. Four such sets are shown, and as 
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each is formed by ID footprints, this phase difference must have been maintained for 
at least 23 paces. In fist 21 are seen the footprints made by legs which were approxi¬ 
mately in phase with their fellows. Longer records showing such uniformity have 
been obtained, 35 or more paces by all the legs having been performed without change 
of phase relationships : this contrasts with the many fluctuations occurring on the 
cinematograph records. 

On the left half of text-tig. 4 (0-0 secs.) the phase difference between successive 
legs is fairly constant throughout the greater part of the body *. Usually a 
complete step occupies 10 frames (0-71 see.), and the forward and backward strokes 
are of equal duration. Each leg is about 3*5 frames (0*25 sec.) in advance of the 
leg in front, and its tip is put down on the ground about 1*5 frames after the leg in 
front is raised. A vertical line at frame 22 shows right legs 8 and 11 at the end 
of their forward strokes and three inter-segments lie between them. The other 
vertical lines on text-figs. 3-5 enable a ready recognition to be made of the phase 
differences. The value is a little over 0-4 for legs 1-3 at frame 137 on text-fig. 3, 
and for legs 10-18 at frame 39 on text-fig. 5A ; it is about 0-3 for legs 2-5 at frame 
134 on text-tig. 3 ; it is 0*25 for legs 1-5 at frame 60 and for legs 15-19 at frame 124 
on text-tig. 3, and for legs 10-14 at frame 122 on text-fig. 4 ; it is 0-2 for legs 2-7 at 
frame 32 on text-fig. 5B ; and about 0-10 for legs 8-14 at frame 73 on text-fig. 3. 
Thus a range of 0-45-0* 16 may be taken as a usual phase difference between 
successive legs during moderately even stepping. 

A line drawn through comparable positions of the left legs (dotted lines) on 
text-fig. 4 (see line ‘ r ’ text-fig. 1), would be approximately straight, showing no 
consistent curvature. The series of dotted lines is regular and uninfluenced by the 
inactive 0th right leg. A similar line drawn for the right legs (heavy lines) would fall 
in two parallel sections, one for legs 1-5, and the other for legs 7-19. The inactivity 
of the 6th right leg is associated with a retardation in the phases of the following 
legs. The movements of leg 7 fall exactly when one would expect those of an active 
6th leg to take place (i.e. if the undulating line for leg 7 were transposed to the 
position of leg 6 it would form an even series with the lines for legs 1-5). Thus the 
right legs, excluding the 6th, step with an approximately even phase difference. 

On the right half of text-fig. 3 the inactive 6th right leg is followed by the 
7th leg performing a step of longer duration (13 frames) than legs 1-5 (10 frames), 
and this long step is repeated by right legs 8-10. The stepping of the left legs is 
uninfluenced by the inactive 6th right leg and by the unusual stepping of right 
legs 7-10. These two examples clearly indicate a dominance of the longitudinal 
co-ordination of the legs of one side over the transverse co-ordination between legs 
of a pair, another example is given on p. 550. A conflict between these two 
co-ordinations is perhaps shown by the 6th left leg on text-fig. 3. There is at first 
a tendency for the 6th right leg to step in phase with its fellow, but it becomes 
inactive at frame 66. The 6th left leg takes one appropriate step alone (frames 
51-84), and then remains in a forward position missing one pate (frames 84-94) 
before stepping appropriately with the other left legs. 

Phase differences which are fairly uniform along the body are also shown by 
figs. 10 and 11, PI. 15, for P. mosele.yi , and by I)r. Lawrence's photograph of 
O, roseus (1947). In the former about 8 cycles of leg movement are seen along the 
series of 21 legs, and 7 cycles are seen along the 18 legs of O. roseus, while in 
text-fig. 4 (left half) 6 cycles are seen along the 19 legs. The phase difference in 
these photographs is about 0-4, and on the left half of text-fig. 4 it is usually about 
0*35. Each cycle of limb movement is transmitted forwards along the body in a 
little over 4 secs, on the left half of text-fig. 4. In the animal shown in PI. 15, fig. 11. 
the rate of forward transmission is slower as the phase difference is greater. If 

* The initial irregularities of the last few legs is associated with a straightening of the tail 
end of the body, see outlines shown above. 
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0*45-0*16 Represents the range of phase differences between ,successive legs, then 
the times taken by a cycle of limb movements to be transmitted along the body of 
P. wtlgwicki lies between 6 and 2 sees. 

A\ other times the pltasr difference os .small anteriorly and increases progressively 
along the body , instead of showing the uniformity' just, described. This is seen very 
clearly in a photograph of a walking P. mosrleyi by Holliday (J942, pi. vi, fig. 3), where 
the phase difference is approximately 0-2 between legs 4-41, 0-25 between legs 9-13, 
0-33 between legs 13-10, and approaching 0*5 between legs 10-20. A less even 
range of phase differences is seen in text-fig. 5A near frame 25, where the vertical 
lines mark regions with approximate phase differences of 0-2 between legs 1—6, 
0*25 between legs 0-10, almost 0-5 between legs 11-13, 0 33 between legs 13-16, 
and 0*35 between legs 16 and IS if the stepping here had been as orderly as in 
Holliday s photograph, a. line joining comparable positions of each leg (‘r’ on 
toxt-tig. I) Mould be curved with tin* steeper slope lying across the more anterior 
leg" 

Since alterations of phase difference between successive legs do not alter the 
speed of progression (p. 536), a transition between a state of uniform phase difference 
and the one described above would not appear to be mechanically difficult. A small 
phase difference is associated with slow gaits (text-fig. 3, frame 73, legs 8-14, and 
text-tig. 5A, frame 25. legs 1 6), and also with fast (text-fig. 5B, frame 32, legs 2-7), 
see below', and with certain types of irregular movement, pp. 550 and 555. An 
alteration in the phase difference at various limes is associated w'ith a change of 
gait (see p. 553). 


Of the li\e possible patterns of gait described above for text-tig. I, four can be 
seen on the cinematograph records. Gait. A with equal forward and backward 
strokes (5 : 5) and a large* phase difference between successive legs (0-3-0*45) is 
frequent, as on the left half of te\t-iig 4 and oil the right side of text-fig. 3. 
This is the gait observed and drawn by Lankester (1904) for P. capensis 
showing his ‘swing-group' number of two iegs. Gait 1) with equal forward and 
Iku kuard strokes (5 • 5) and n small phase difference is only of momentary occurrence, 
it is approached by legs 15-19 on the right half of text-fig. 3 but the phase difference 
is larger (0*25) than on text-tig. I. The duration of the pace by gaits A and I) is 
usually 10 frames (0*71 see ). (Jait K with a long forward swing and a short backward 

stroke and a small phase difference (about 0*2) is shown irregularly by tin? majority of 
legs on text-fig. 5B, and most, clearly by legs 2-8 on the left half of the figure. This is 
t lie gait observed by Kemp (1914) to Ik? associated with hurried locomotion (sec p. 552). 
(Jait B with a large phase difference and relatively' shorter backstroke does not 
occur on the records (see also p. 550). Gait F with a short forward stroke and a 
long backstroke and a small phase difference is shown by legs 8-18 on the left 
2/3rds of text-fig. 3, and by legs 1-9 on text-fig. 5A. Gaits E and F show' 
various pace durations which usually exceed those shown by gaits A and T), and 
frequently range between 11 and 15 frames (0*67-0*94 sec.). The left half of 
text-fig. 4 shows a fairly' even performance of gait A by all the left legs. It is 
believed that the animal is capable of carrying out gaits E and F with equal uniformity' 
w'hen unharassed by' the stimulus of bright light, but gait F is probably not m«aintamed 
for long (pp. 550-553). 

Some types of irregular stepping will be noted before a further consideration of 
the gaits. The'former are of localized occurrence, and presumably cannot be 
performed evenly throughout the body'. A pace of abnormally long duration, 
and with equal forward and backw ard strokes, may be repeated by one or two of 
the immediately posterior legs of the same side at a large phase difference. Such 
steps are marked K in text-figs. 3 and 5A. 
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Another type of pace of long duration is formed when a leg swings forward >lowlv 
and steps back normally. 1 hiring the forward movement one or two paces performed 
by the more anterior legs are missed out, and on the backstroke the foot is put down 
appropriately in a set of footprints. This type of abnormal step is usually propagated 
along the remainder of series of legs of that side, and the succeeding step by all legs 
may or may not be normal. Such long steps are marked in text-fig. 4, starting 
at G, H and .1 for right legs and at W, X, Y and Z for left legs. At G the legs miss 
out two paces and at W, X and Z they omit one pace, at Y the step is of abnormal 
duration, but being the first leg it cannot be said to miss out a step taken by a leg 
in front. The slow step at H appears to be called forth by the previous irregularities 
of legs 6 and 7, and perhaps also of legs 8 and 9. It is again clear that a longitudinal 
co-ordination between legs of one side is stronger than a transverse co-ordination 
between legs of a pair (p. 548), as all these abnormal paces are propagated posteriorly 
quite independently (the footprints of these paces are shown on text-fig. S and 
described on p. 560). There is no mechanical hindrance to the stepping of a leg 
following one performing the slow pace just described, an exceptional case of such a 
step being taken is shown by right leg 10 at frame 109-119, in text-fig. 4. The 
hindrance appears to be a nervous one, each leg swinging forwards until the leg 
before it has vacated a set of footprints which is then occupied. The legs are always 
put down appropriately in a set of footprints and not in between them. The 
completion of a step by the leg immediately in front is not always a necessary factor 
for the calling forth of a step. The completion of a step by the nearest active leg 
appears to be sufficient. A possible reason for this type of long step is given on p. 555. 

The duration of the pace and of the backstroke, the angle, of swing of the legs and the 
resultant speeds achieved by the various gaits will now be considered, in table I 
are given particulars of gaits of pat terns A-E, calculated for pace durations of 10, 
11 and 12 frames, and with backstrokes of different durations (5-5-7*5 frames). 
The angles of swing of the leg are given by the values for 0 (see p. 542), and the 
same values for 6 in different gaits indicate that the angles of swing * of the legs 
are respectively the same. It is vseen that an increase in the angle of swing of the 
leg at the same duration of the pace result# in an increase in the speed for each 
pattern of gait, and that for each pattern of gait and angle of swing of the leg an 
increase in the pace duration results in a decrease in the speed (see entries on the 
same horizontal level in columns 1—ITT. 

In text-fig 4 most steps, other than the abnormally long ones, are of the ^1 pattern 
(5 : 6) and duration of 10 frames, and the speed achieved ranges from 6-10 mm. per 
sec. (excluding the period 0-2 secs, occupied by a straightening of the tail end ; the 
abnormally long paces which omit steps will be disregarded as they are unlikely to 
effect the speed). This means that the angles of swing of the legs varies between 
values of slightly less than ‘ 0 2 . 5 ’ to ‘ 0 3 . 5 \ and that gaits ‘ A, 0 2 . 5 A, 0 3 . 5 ’ (table I 
column I) cover the range of movement shown in text-fig. 4. The speed of the tail 
end in the middle of text-fig. 4 (p. 2-8) is 8 mm. per sec. This corresponds with gait 
A, 0 2 . 8 which has a ‘ d ’ value of 3*4 mm. (table T column T). Jt is satisfactory to 
find that the sets of footprints recorded at the same time (text-fig. 8 and PI. 16 , fig. 17) 
correspond with the theoretical pattern drawn for a * d ’ of 3*4 mm., at a moderate 
extension of the body (66-68 mm.), shown by text-fig. 2e, interrupted line (see 
also p. 553). 

Gaits of the F pattern approximately (3*5 : 6*5) and frequently of 11-13 frames 
duration, are seen on the left half of text-figs. 3 and 5A, and are associated witfi lower 
speeds of 4-6 mm. per sec. Table I shows gaits of F, 0 2 . 5 F, 0 2 *s an< * # 3*2 P ace 
durations of 11, and 12 frames to have speeds between 4*6 and 6*4 mm. per sec. which 
are comparable with the direct records. Thus the angles of swing of the legs per¬ 
forming the slower gaits F are much the same as for the faster gaits A. 

* Factor ' 6 * will be referred to briefly as * the angle of swingalthough this is an incomplete 
definition, see pp. 533 and 642. 
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When starting to walk (text-fig. 3) the animal's momentum increases, and presum¬ 
ably tlie leg muscles cannot perform the backstroke as quickly to star! with as they 
can when a steady speed lias been reached (text-tig. 4), and thus gait F is probably 
a muscular necessity in starting up or gaining speed. Once momentum is acquired, 
the duration of the backstroke can be decreased from about 1) frames ((Hi sec.) to 
5 frames (0*35 see.), and gait A can then he performed (right side ol text-fig. 3). see 
also p. 553. 

(blits ol pattern E (0*5 : 3*5) seen in text-tig. 5B are. associated with a longer dura¬ 
tion of the pace than in gaits A, and show speeds of 7-0 mm. per see. Their charac¬ 
teristics are in agreement with the entries for gaits E in table 1, columns II and HI 
which are not shown in italics. The force exerted by different legs is probably not 
identical as their sizes vary. However, the same leg performing different gaits v hich 
result in the same speed will not exert, the* same force if the gaits have different 
numbers of legs on the ground at one moment. I t is shown below that gaits E, A and F 
have about 7, 10 and 13 legs respectively oil the ground at once. The absence from 
the records of speeds above 9 mm. per see. for gait E, while 10 nun. per sec. is shown 
on one occasion for gait A, indicates the iqipcr limit of the muscular power which a 
log can exert. Gaits of the E pattern which are not present on the cinematograph 
records are shown in italics and within brackets in table I. they are all fast gaits, 
which must lx* absent from the cinematograph records because a leg cannot pro\ide 
the necessary force for their execution, and in fact, cannot execute a backstroke 
through the given angles of swing in the time indicated in the table A maximum 
effort put out by the animal in the A gait gives a slightly greater speed than the 
maximum perfoi mance of an E gait, because the 10 logs which are propufsne at one 
moment out of the total 19 can execute the backstroke through a greater angle of 
swing than can be done by the 7 propulsive legs in the E unit. Tin* gaits shown in 
table 1 in italics alone are doubtfully possible to the animal (set* also p. 555). 

in table J nine durations of the haclstrohe. art* considered, ranging from ‘>-5-7*5 
frames (0*53-0*25 see.) at intervals of 0*5 frame (1 28 see ). There is a limit to the 
possible shortening of the duration of backstroke il t lie angle < >1 sw'ingof the leg remains 
the same (see above.) Jt appears to be impossible to cany out the backstroke in 
0-21 see. (3 frames as in text-tig. 1 for gaits Band E) at any angles ol swing between 
0 2 . b and although smaller angles may be possible. A backstroke ot 0*25 see. 
(3*5 frames) is doubtfully possible at 8.> iV and impossible at greater angles (gait E); 
a backstroke of 0*28 see. (4 frames) is possible at 0 2 .- (gait E), one ot 0*32 see. 
(4-5 frames) is possible at 0 2 . 5 _ 2 . 8 (gait E), and one ot 0-35 see, (5 frames) can perform 
angles of 0 2 . 5 _ 3 . 5 (gait A). "Each leg in gait E bears a greater load than in gait A, 
since fewer legs are in contact, with the ground at once in gait E (see below). 
Greatest speeds are thus performed by gaits of the A pattern at a maximum angle of 
swing of the leg (backstroke of 0-35 see. and 0 :i . r> ), and by gaits ot the E pattern at a 
longer duration of the pace but a shorter backst roke*, and a smaller angle ol swing ot 
the leg (backstroke of 0-28-0-32 see. and 0 2 . 5 . cs)* 

The degrees of extension of the, hodtf are shown in text-iigs. .»—.) ( L.B. ). J he 
longer body' extensions (75—73 mm.) are associated with gaits ot the* E pattern (text- 
tig. 5B), the shorter extensions (58-59 mm.) with gaits of the V pattern (text-iigs. 3 
and 5A), and the moderate extensions (07—09 mm.) with gaits of the A pattern 
(text-tigs. 3 and 4). There appears to he a general correlation between the speeds and 
the degrees of extension of the body. The distances tra\clled by the head and tail 
ends of the body during every second have been measured for 9 cinematograph 
records of the same animal. For 19 periods of one second the body length remained 
constant, 38 such periods show' a changing body length, and at no time did the extension 
remain unchanged for more than 3 seconds. Therefore* stepping cannot have been 
uniform through many of the measured periods. The speeds achieved by several 
groups of extensions of this animal are shown below', excepting the single record of 
10 mm. per see. at extension 08 nun. seen in 1 ext-tig. 4. Xo extens ons of 00—04 mm. 
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were recorded oilier than those in starting up, as seen in text-iig. 3. Table II shows that 
the faster speeds are correlated with the longer extensions of the body, which, as has 
already been noted, are associated with gaits of the E pattern. When the body exten¬ 
sion steadily decreases so does the speed (text-fig. 5B), and the converse is shown by a 
record where the extension increases from 68-72 mm. over a period of 7 secs., 
while the speed accelerates from 6-8 mm. per see. However in text-fig. 4 an 
irregular increase of speed from 7-10 mm per see., is associated with an increase in the 


Table II. 


Lon^it udmal extension 

Speed 

of the Hotly m mm 

in mm. per see. 

73-75 

7-0 

71 72 

0 -9 

OK—70 

d-s 

(16-07 

5- 7 

58—59 

4-7 


angle of swing of the leg rather than a change in the pattern of the gait, and the altera¬ 
tion in extension of the body is small. The degree of extension of the body must lie 
associated with the muscular mechanism, which presumably can most easily carry 
out a backstroke of short duration (0-28-0*32 sec.) at a maximum extension ot 
the body, and a backstroke of long duration (0*50-0-53 see.) at a short extension, 
and an intermediate backstroke (0*35 sec.) at an intermediate bod\ extension, the 
angle of swing of the leg remaining the same. 

The nnrnfwr of hys in contact with the. ground, and their disposition, at one moment 
varies in the different gaits, and in text-figs. 3-5 spots below the heavy lines mark 
the legs of one side of the body which touch the ground at that moment. In 
gaits A and 1) where half the legs of the animal are propulsive at one moment, 10 out 
of the 19 legs are shown by the spots to be on the ground at frame 49 on text-fig. 4 
and frame 111 on text-fig. 3. hi gait F where about 2/3rds of the pace duration is 
occupied by the backstroke 2/3rds of the legs will be propulsive, and 13 legs are shown 
by the spots to be on the ground at frame 84 on text-fig. 3. and 12 legs at frame 20 on 
text-fig. 5A. In gait E where about l/3rd of the pace duration is occupied by the 
backstroke. I/3rd of the legs will he propulsive, and 7 legs are shown by the spots at 
frames 20, 41 and 71 on text-fig. 5B, Thus in the fast gait K there are fewest points 
of contact with t ho ground, and in the slow gait F their number is greatest. A general 
similarity is here shown to the locomotion of tetrapods, where the number of points 
of contact with the ground decreases with increasing speed. (See also Appendix 1). 

Kemp (1914) noted that in more hurried as opposed to slower locomotion 4 or 5 
adjacent pairs of legs * act together ’ so that the body is only in contact with the 
ground in a few places. The correlation between speed and the number of contacts 
with the ground is not exact. The speed of a trot may exceed that of a canter in 
tetrapods, and in Peripatus the speed of gait A may exceed that of gait E. Gait 
A, # 3 . 5 has a moderate body extension, and a speed of 10 mm. per sec. and is as 
last or faster than gait E, 0 2 . 5 (column I table I) or E, 0 2 . 8 (column III), both with a 
maximum body extension, yet gait A has more legs on the ground than gait E. 
However table II shows that the animal usually employs gait E (showing the longer 
body extensions) for the faster speeds. Since this gait shows the fewest contacts 
with the ground at one moment, and also the shortest duration of the backstroke and 
a slightly longer duration of the pace, each leg will spend a smaller proportion of its 
time in an actively propulsive state than at any other gait. Conversely in gait F 
each leg will sj>end a maximum proportion of its time in a propulsive state. 
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riu* phase relationship between legs of a pail is correlated with Hit* gait (see j». f>47) 
In starting to walk tin* logs of each pair become propulsive successively as the body 
►dongatoK (text-fig. 3), and an even pull will be exerted by tlx* united efforts of each 
pair. Fven when the whole body is in motion, the 1 emplovmcnl of an F gait- (with 
inanv propulsive legs at one moment), will he facilitated by an even pull being 
exerted by both legs of a pair An F gait, however, with few points of support from 
the ground, results in several successive segments being unsupported directly If 
t he paired legs are in opposite phase, sections of the body w hich are unsupported by 
their legs on one side will la* supported by one or more piopulsive legs on the other 
xide, and this disposition clearlv must Ik* advantageous. The fluctuations of the 
nlationship between legs of a puit mthe A ga.it (text-fig 4 and right half of text-fig. 3) 
must he the consequence ot the employment of a gait intermediate between the above 
extremes m which the paired legs aie regularly moved neither in nor out of phase* 
with each other It is of interest to find that in the land Arthropoda with many legs 
(.vee Fart Ji). those* animals w Inch employ a gait comparable to the F gait also'move 
their paireel legs in phase* with e*ach other, while* those which employ gaits 
comparable to tlx* F gait move their paired legs m opposite phase 

Tiik e;Art s of Vekipati s 

We* can thus go further m an (outlysi s* of the titon hn ii (s of the amm<d of mean 
h ugth fit) mm. recorded by the films, and also give* an explanation for the occurrence* 
of the* uniform <>r the* < hanging phase difference between successive legs 
(pp. 548 and 549) The 1 slowest spe*eds. whie*h alone arc practicable when starting to 
walk, we*re* performed h\ a gait ot the* F pattern (approximately 3*7 * f>*3). with a 
long pace ehiration, a small or moderate angle (»f swing of the leg, a small phase 
difference {0 - 1 f>), a small c i xte*nsion eit the* body and legs, more tlian half of* the 1 legs 
ni contact with the ground at once 1 , anel h*gs of a pair approximately in phase with 
cacli either Moderate spe*e‘els, and on one occasion a maximum speed, w r e*rc* performed 
f\ a gait of A pattern (5 5), with a shorter pace duration, a moderate e>r maximum 
angle of swing of the* leg, a large! phase* diflerence (0*45), a moderate extension of the* 
body anel legs, half of the legs in contact with tlx* ground at once, anel legs e>f a pair 
»ri variable* phase 1 lclntionslup with each other The* faster speeds xvore usually 
performed by a gait of the* F ]iatte*rn (approximately <>*3 : ‘>*7), with a lemg pace 
ehiration, a moderate angle* of swing e»f the lt*g, a smaller phase* difference 
(0*10- 0‘2), a maximum extension of the body and legs le\ss than half e)f the* legs in con¬ 
tact. with the ground al one*e, anel Jegse>f a pair approximately out oi phase with eae li 
i >ther 

Gait V (appreiximately 3*7 : (i*3) is employed as a * bottom gear ’ for supplying a 
maximum effort towards gaining momentum. It gives speeds of 4*t)-0-4 mm. pe*r 
sec. (see* gaits F, 6. 2 . ;r> _ 3 . 2 in columns II and Ill ed table L) As the speed increases it 
becomes possible for the animal to reduce the* duration of the backstroke which will 
reduce the number of legs in contact with the ground, ami the* phase difference 
increases to a maximum se> that the propulsive legs are evenly distributed . gait F is 
thus transformed into gait A. This is clearly seen in text-fig. 3 where the anterior 
legs (J-3), which have been stepping for longer, have achieved gait A on the*, right 
side of the figure, while the posterior legs (15-19) have* shortened the* backstroke 
hut have not yet increased the phase difference greatly (see the vert.ie*al line at frame 
124). Thus a phase difference which is larger at the* anterior enel of the body than 
at the posterior is associated with ail alteration e)f the 1 gait and an increase in spewed. 

Gait A (5 : 5) constitutes tin* ‘middle gear \ with equal forward anel backward 
strokes, and gives speeds of 7-9 mm. per sec. (see gaits A, 5-3*2 in e*olumnI of table I). 
The animal can either maintain this speed at the same gait, or it can accelerate 
by increasing the angle of swing of the leg to a maximum achieving 10 mm. per sec. 
(see gait A, 0 3 . 5 in column I of fable I), in either case continuing to use half of its legs 
in a propulsive manner at once. Alternatively it can maintain a fast speed with less 
than half of its legs on the ground at once by decreasing the duration of the 
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backstroke and slight ly increasing the pace duration, so lengthening the rest period of 
each leg, and at the same time decreasing the phase difference, which will minimize 
stumbling, as gait A is transformed into gait E. 

Gait E (approximately 5*3 : 3*7) is employed as a * top gear ' which can only be 
used after sufficient speed has been acquired by the use of the ' bottom ' and ‘ middle 
gear ’ gaits. It gives speeds of 7-8-K-7 mm per see. (see gaits E, 2 . 8 in 
columns II and 111 ot table I). The maximum angles of swing of the leg are imprac¬ 
ticable in this gait as each leg carries a greater load than in k middle gear ’ (see E gaits 
in italics in table I). If the animal changes its gait to a fast easy walk in this manner 
at the anterior end of the body first, it will show a smaller phase difference anteriorly 
than posteriorly, and also a considerable degree of anterior extension of the body, a> 
is seen in Holliday's photograph referred to on p. 549. A change to ' bottom gear ’ 
anteriorly would give the same disposition of the phase differences along the body, 
but would be accompanied by a slight longitudinal contraction at the anterior end. 
These conclusions are summarized in text-fig. 6, in which the heavy lines depict 
the legs in the propulsive phase and the thin lines those in the forward swing. The 
direction of movement of each limb in the silhouettes is indicated by the arrow below 
it. The disposition of the legs shown represents the calculated positions at one 
moment in each gait, and can be compared with the photographs of the animal 
(PI. 15, and see below). 

Since easy fast walking is associated with a long rest period for each leg, the occur¬ 
rence of the long forward strokes which miss out one or two footfalls on text-figs. 
4 and 5 G-.1 and W~Z (see p. 550) may he associated with a tendency to walk fast 
under the stimulating bright light. Such paces are absent from the records showing 
starting up and slow walking (test -figs. 3 and 5A). Certain Myriapoda have elaborated 
a type of stepping associated with fast, moving (see Part II, Lithobiu etc.) in 
which one or more footfalls of the preceding legs arc* overstepped, but the procedure 
is not quite the same as in these paces of Peripatus. 

The gaits shov'ii by the cinematograph re.rotds to be. either inipracticabb or of limited 
v,sef'nhie,'S'S are of interest. Only gait C with a backstroke of relatively long duration 
and a large phase difference is mechanically difficult or impossible at anything but 
small angles of swing of the legs, and it has not been recorded. 

The I) gait has only been recorded locally on the body during a transition from 
an F to an A gait (see above and text-tig. 3, frame 124) ; it is not maintained, the 
animal favouring an A rather than a J) gait for uniform walking with equal forward 
and backward strokes, in both gaits half of the legs are in contact with the ground 
at once, but their disposition is different. In an A gait ot phase difference 0*4.), 
approximately every other leg is on the ground (text-tig. (>/>) while in a D gait of 
phase difference 0*15 groups of three or four successive legs are either on or off the 
ground (text-fig. 9 b) ; the latter condition must impose greater and more uneven 
strains on the body musculature than the former. In the Myriapoda the 1) gait is 
habitually performed by Polyde.smies (see Part II), where* the exoskeleton is doubtless 

Text-fio. 6 

A summary of the analysis of the locomotory movements of Peripalopsis showing the three gait* 
most frequently employed. The movements relative to the body of two successive legs are 
shown by the thin and thick lines in respect of time. Silhouettes ol the same animal are 
drawn with the observed body proportions at each gait, and the positions of the legs are those 
calc ula ted for a regular performance of the three gaits, begs executing the piopulsive back- 
stroke are shown by heavy lines and those in the recovery swing are shown by thin line-. 
Arrows below each leg shows their directions ot movement. 

Fig. 6a. The duration of the forward and backward strokes are as (3-7 : 6*3) the phase difference 
between successive legs is 0*16, and the duration of tho pace is 0*84 sec. 

Fig. 66. The duration of the forward and backward strokes are as (f>: 5), the phase difference 
between successive legs is 0*46, and the duration of the pace 0*7 sec\^ 

Fig. 6c. The duration of the forward and backward strokes is as (6-3 : 3*7), the phase difference 
between successive legs is 0*16 and the duration of the pace 0-84 sec. This is an extreme 
gait, more usually the phase difference is about ’2 as in fig. 9 c. 
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better able to withstand the uneven strains imposed by this gait. Thus the almost 
complete absence of the D gait in Peripatus must be due to the unsuitability of this 
gait for a soft skinned animal. 

The B gait with a backstroke of relatively short duration and a large phase differ¬ 
ence is not performed by Peripatus. The reason for its absence is less clear than for 
the I) gait. The disposition of the legs in a B gait at all moments is as shown in text- 
lig. 9d. An exactly similar disposition of the legs is found at one moment during 
each pace in an A gait at a phase difference of 0-4, although at other moments this 
A gait (text-tig. 9 a) shows almost the same disposition of legs at does an A gait at 
a phase difference of 0*45 (text-tig. 06.). An awkward strain on the soft body wall 
might occur in this gait, since the stiff-bodied Myriapoda perform gaits with back- 
^trokes of as short or even shorter relative durations and at large phase differences. 
However, the nature of such strains cannot be profitably discussed until more is 
known of the* muscular systems. A tendency to increase the phase difference in a 
fast gait with a relatively'short duration of the backstroke will enable an animal to use 
the same footprints (see Part II). This tendency is strongly developed in the Oiilopuda 
but not in Peripatus. On the other hand the existence of a small phase difference in 
such a gait will minimize the possibility of stumbling by uneven stepping (gait E), 
and appears to be the more serviceable to Peripatus when walking rapidly over rough 
1 ? round. 

The animals shown in PI. 15 were photographed with 'photoflood’ instanta¬ 
neous illumination, and may thus represent more normal and regular stepping than the 
records of the cinematograph camera. No simultaneous records w r ere made of the 
speeds, but the gaits in tigs. 10-13 can be clearly diagnosed. The animal in lig. 11, 
with almost every other leg on the ground, closely corresponds with the theoretical 
figure for gait A at a phase difference of 0*45 (text-figure 66), while fig. 12 with more 
legs off the ground a 10% greater extension of the body, and a smaller phase 
difference corresponds with tig. 9r representing gait K at a phase difference of 0*2. 
The speed in fig. 12 was probably greater than in tig. 11 since the angle of swing of 
the legs in tig. 11 is not remarkedly greater than in fig. 12. in the other animal 
shown in fig. 13 it is not easy to see liow r inatiy legs are in contact with the ground, 
but they appear to be many ; the phase difference is small, the angle of swing of the 
legs is less than in fig. 10 and the extension of the body is 17% Jess than in lig. 10, so 
i hat this animal must have been moving slowly by' gait F in fig. 13 (compare with 
text-fig. 6u) and faster by gait A at a phase difference of 0*4 in fig. 10 (compare with 
text-fig. 9 a). 

The records of the Footprints. 

It has been shown above (p. 536 and text-fig. 2) that the tracks formed by an animal 
consist of paired sets of footprints, the pattern of each set being determined by the 
distance ' d' and the dimensions of the animal at the particular degree of extension. 
A different pattern results from every change in either 4 d ’ or in body length or in 
both. The frequency of repetition of the sets to form the track is determined by the 
length of the stride. Different gaits with the same value for 4 d ’ may or may r not have 
the same stride lengths, and the shape of the sets made by such gaits will be identical 
only' when the body length is the same. Since the extension of the body usually 
changes with alterations in the gait, and since an alteration of the angle of swing of 
the leg changes the value of ‘ d markedly different gaits will never form identical 
tracks. 

The tracks made on smoked paper by a P. mdgwicki about 50 mm. long are shown 
in tigs. 18-25, Pis. 16 and 17 , the direction of walking being given by the arrows. 
The right half of the track is frequently obscured by r a leg having been dragged over 
the ground, and the left half of the track will be mainly considered. In figs. 18-23 
the animal was walking in an approximately straight line, while in fig. 25 it was 
turning to the left. Only in tigs. 24 and 25 were the paired terminal claws used. 
The persistent regularity of stepping by r the animal when forming these tracks under 
a dim light has been noted (p. 547). 



XKTHltnrni) V\ I.tiroMu-fnin 3!K(’H VNISU" .V)7 

The general form, of tin (racks will first lx* considered and then the gait which must 
have formed each record will be deduced. 'Flu* sets are compact in figs 20 and 21 
at the bottom of figs. 10 and 22 they are a-shaped ; in fig |<j they become progres¬ 
sively moie elongated. joining each other at ])aces 4—6 (tin* loot prints ot (la* posterioi 
legs in the 5th and 6th sots are not clear) ; m fig. 18 the sets are longoi still and 
overlap considerably in a. lor ward direction the overlap in tig. 25 is so great as to 
render the component sets unrecognizable ; and m fig. 25 the sets overlap backwards. 

The length ot the stride has heen shown to be correlated both with the speed 
and with the duration of the pare, and is only roughly proportional to the speed alone 
(p. 542J. The stride lengths of either leg 1 or of all the legs in Jigs. IS, 22, 20. 19, 21 
and 2;> an' 41, 5*4, 3-4-3-I, 31, 2-9-25, and 2-2 mm. respectively, so that tin 
animal was possibly walking fastest when making the record of fig. IS and progres¬ 
sively slower in the other records in the order mentioned. The speed in fig. 19 altered 
during the recording. The lengths of the pac.es by leg I are almost uniform at 
5*07 nun., but flu* step be*tween the 2nd and 3rd set is 0*26 mm longer and is 
eompensated for by the following step being 019 nun. shorter, so that the* speed 
was probably uniform when the head end of the animal passed over the record. Tin 
pace lengths ot the middle and posteiior legs on tins record increase*, so altering the 
pattern of the sets, and indicate that an increase in the speed began after the head 
end had passed over 

In fig. -2 the pace length and the* antem-posterior extension of each set is uniform, 
but the 1st and 6th sets are more* compact in the transverse* direction than are 
sets 2 5. which progressively widen, so that in set 5 the more posterior footprint" 
no longer cross ovei the more anterior ones (the first leg has left no dear mark on 
sets 4-6). This must be due to a. slight and temporary hearing of the animal to the 
left, so that the footfalls were progressi\elv displaced to the left. The alteration 
of direction was very slight, as the subsequent track is straight and almost in line 
with the portion shown. 

Fig. 25 shows the tracks made during a more pronounced turn to the left. The 
footprints are spread more laterally by a displacement of the body. The ends of the 
sets formed b\ the more posterior legs are obscured by their overlap of the next 
posterior set (see the shape of the sets shown in text-fig. 7 g-j). The three sets at the 
upper end of the record show the footprints and claw marks more laterally displaced 
by a more rapid turning movement of the body. The speed is slower than in the* 
records which show walking in an approximately straight line. 

The width of the track in figs. 23, 18, 22, 19, 20, and 21 is about 51, 5*05, 5*1, 
4-87, 4*7 and 4-4 mm. respectively. This width is determined by the distance* between 
the tips of the limbs, and this depends upon the degree of extension of the body and 
legs, being narrower for the shorter extensions which accompany the slower speeds, 
but the relationship may not be exact (p. 533). The relative speeds of ligs. 19-22 
implied by the width of the track are not quite the same as those roughly indicated 
by the stride lengths, the track is slightly narrower in fig. 20 than in fig. 19 while the 
stride length in fig. 20 is greater (see also below ), but the relative speeds for flu* otliei 
figures implied b) both the width of the track and by flu* length of the stride an* the 
same (sec p. 560). 

The animal unfortunately was not photographed, but text-fig. 7 shows the propoi- 
tions of a fictitious animal, and its calculated sets of footprints, at a variety of values 
of ‘d* for a moderate and a short extension of the body, which must closely corre¬ 
spond with the animal which formed the footprints. Text-tig. lb was made from a 
tracing of the sets shown in fig. 18 on to which the piobable positions of each foot¬ 
print were inserted, and the proportions of the animal shown in fig. la were deduced 
from text-fig. lb 

The, details of the gaits which formed each oj the records shown- in Jigs. 18-22 can be 
deduced from the length of the stride, the value of ‘d , which can be estimated by 
comparison of the records with the sets of footprints shown in fig. /, and a fuller 
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table I (which is not shown here). Alternative values of ‘ d * may be taken giving the 
same general pattern of the footprints at different body extensions when the pattern 
camiot be matched with sufficient accuracy. The manner of calculation of the gaits 
is given in Appendix 11. 
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Text-fig. 7. 

Fig. 7 a shows the dimensions of an animal reconstructed from the footprints seen in fig. 17, Pi. 16, 
and scaled to a length of 67 mm. so that direct comparison may be made with the animal 
67 mm. long shown in text-fig. 26. An animal of the proportions shown in fig. 7o, but of 
smaller size, must have made the footprints recorded in figs. 18-25, Pis. 16 and 17. 

Figs. 76-* show the calculated sets of left footprints which will be formed at various values of ‘ d ' 
(the distance travelled in time 4 t', see text-fig. 1) for two extensions of the body. A moderate 
extension of 67 mm. 4 167 4 will give sets as in figs, b-j, and a short extension of 58 mm. 

' 15 8 4 will give sets as in figs. k-t. The scale and the conventions are the same as in text- 
fig. 2. The footprints of leg 1 at pace 1 4 p.l 4 are placed at the same transverse levels for 
figs. b—f t g-j , Jc—o, and p-t ; the second and third paces are shown only in fig. 6. In fig. b the 
sets overlap forwards, in figs, o-g and l-q they will be separate, and in figs. i~j and they 
will overlap backwards. These patterns closely resemble some of the actual records in figs. 
18-20, 22, and 25, PIh. 16 and 17, where similar sets of footprints left are marked on the left by 
similar values for * d 4 at the body extension indicated. 

Fig. 18 will be considered first. The stride length indicates that the speed was 
greater than in figs. 19-22, and so the extension of the body was likely to have been 
moderate or great. Sets of footprints resembling those given by a ‘ d ’ of 3*5 mm. at 
a moderate body extension (text-fig. lb) are seen throughout the record (leg 19 does 
not appear to touch the ground, a frequent occurrence for the short legs at the faster 
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(The calculated unit which could give these t racks is (A, O*3O)0 2 . 7 (see 
Appendix II) at a speed of 7*7 min. per sec for an animal of mean length (>G nun., wiiere 
the figure within the bracket indicates the phase difference between successive legs. 
The A gaits on the cinematograph records (text-fig. 4 etc.) show phase differences of 
0*3-0*45, and gaits with equal forward and backward strokes rarely show lower values. 
Thus a gait with a phase difference of 0*30 conies within the range of the A pattern 
of gait. The tracks could not have been made* by an E gait at a markedly greater 
extension of the body or the phase difference would be much less and the speed 
greater. Fuller reasons against an E gait being possible here are similar to those 
given below concerning the impracticabilit v of an E gait for fig. 22. 

Fig. 22. Two altomati\e values of *d’ must be considered. If the hods' was at 
a moderate extension the * d ’ must have been about 3-35 mm. (text-fig. If), and if 
the extension was short the * d * must have* been 2*9 mm. (text-lig. 7//) : if the exten¬ 
sion was intermediate, then the k d’ and also tin* exact pit tern of the footprints 
must have been intermediate The calculated gaits (see Appendix 11) which could 
give these tracks are the intermediates between (A-I>, O*28)0 2 . 3 and (C-F, O*36)0 3 . 3 
at speeds of 6-5-5-4 mm. per see. for an animal of mean length 0(5 mm. The 
former gait is about half way between an A and I) pattern and the latter is practically 
a C gait. Onl\ a limited number of these theoretical gaits are practicable. A gait 
of the C pattern with a large phase difference and a large* angle of swing of the leg 
doe^ not occur, and a gait with equal forward and backward strokes (A-T)) will 
usually be found with a large phase difference The practicable gaits lie m between 
these- two impracticable extremes, and as an intermediate phase difference must be 
>0*28 and <0-30 1 lit* gait must be nearer to the A pattern than to tin* C-F typos. 
Thus the actual gait which must have formed the tracks is almost of tin* A pattern, 
hut with a backstroke slightly longer than the forward stroke- * the angle of swing of 
the leg is >0 2 . 3 and much less than 0 3 . 3 ; the duration of the pact* is a little longer 
than for fig. 18 (about 0*78 sec., see column I, table- I) : and the extension of the body 
is moderate. The resultant speed will la* nearer b-5 than 5*4 mm. per see. for an 
animal of mean length tit) mm 

Fig. 19. There are similarly two alternative values of * d * (see text-tig. 7c and n) 
and two theoretical extremes between which all gaits give the same puce length, 
these arc (C-F, O-27)0 2 . b at a long pice duration (column ill), and (A-I), O*19)0 2 . o 
at a short duration of the pace (column J), giving speeds of 4*9 and 5*7 mm. per 
sec. respectively by an animal of mean length fib nun. (see Appendix II). A gait 
(C-F) with as large a phase difference as 0*27 is not frequent, nor is an (A-D) gait 
with as low a value as 0*19. The practicable intermediate gaits have a phase 
difference >0*19 and <0*27, that is further removed from the A pattern than is the 
gait giving fig. 22, hut not near to an F gait ; flu* backstroke is a little longer than 
the forward stroke, and a little longer than for fig. 22 : the angle of swing of the leg 
is <0 2 . 6 aU( l > 02 * 0 ’ probably slightly less than for fig. 22 ; the duration of the pace 
is a little greater than in fig. 22 (0*78-0-80 see., columns 1L and 111), and the extension 
of the body is slightly less than for fig. 22. The resultant speed will be about 
mid-way between the above mentioned extremes for an animal of mean length G6 mm. 

Fig. 20. Two alternative values of * d ’ are indicated by the stride length and by 
text-fig. 7/ and o, giving two theoretically extreme gaits (A-J), O-29)0 2 . 8 with a 
short pace duration (column 1), and (C-F, ()*38)0 3 . 3 with a long pace duration 
(column III), giving speeds of 6*5 and 5*4 mm. per see. respectively bv an animal of 
mean length 60 mm. (see Appendix JI). Both of these gaits are impracticable for 
the reasons given above for the gaits concerning fig. 22, and the practicable inter¬ 
mediates have a phase difference of ^0*29 and <0*38, that is almost an A 2 >attern 
and far removed from the C-F patterns ; the backstroke is slightly longer than the 
forward stroke, but of shorter duration than for fig. 22 ; the angle of swing of the 
leg is >0 2 *8 but for removed fron 0 3 . 3 ; the duration of the pace is slightly less than 
for fig. 22 and greater than for fig. 19 ; and the extension of the body is moderate. 
Since the width of the track is less than in fig. 22 the hotly may have been shorter, 
and therefore the speed may have been slightly less than in fig. 22. 
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Fig. 21. Only one value for * d ’ is indicated by the stride length and by text- 
tig. 7 o—p, and the gait possessing the required features is (0-F, O-23)0 2 . 4 (se** 
Appendix IL). This approaches an K gait, having a markedly longer backward tha*. 
forward stroke, and therefore a short body” extension ; tlie jmc(‘ duration is Ions: 
(column Ill) ; the angle of swing of the leg is small, possibly less than for tigs. Is. 
22, 19 and 20. The speed will be about 44 mm. per see. for an animal of meats 
length 66 mm. 

Thus the speeds of the animal when making these records (ligs. 1S, 22, 10. 20 and 2J / 
are proportional to speeds of about 7*7, 6 0, 54, ^6*0 and 44 mm. per see. (s<* 
Appendix II), and appear to be related to each other only roughly as are the* strid* 
lengths 41, 34, 34-3-1, 3-1, and 2-0-2-5 mm The relationship between speed and 
size has not been investigated in Peripatus, but in all the common London Myriapod i 
which have been examined, the speed hears a linear relationship to the length of tie 
body, and a similar relationship probably holds for the Onychophora. Thus tie 
actual speeds of the 50 mm. animal making the traeks may be estimated as abom 
5-8, 4*5, 4-1, 4*5, and 3-3 mm. per see, in tigs. IS, 22, 10. 20, and 21 respectively. 
Body extensions approximating to moderate were shown by the animal when making 
the traeks of figs. IS. 22 and 20, a shorter extension for those of tig. 10, and 
considerably shorter one for those of fig. 21. A maximum extension and an K gait ai> 
not shown by figs. IS-22, but tig. 23 was made by such a gait (see pp. 530 and 530, 
Since the pace length cannot be determined owing to the overlapping of tin- sets <>? 
footprints, further analysis is not possible. The speed, however, was probably greate' 
than in all the other records. It may be noticed that excluding iig. 23 these record- 
show smaller angles of swing of the legs (0. i . z ~d 2 . 7 ) than do the record* obtained h 
cinematography (0 2 . 4 0 3 . 5 ). Figs. 18-22 may not be statistically representative, bur 
they suggest that in the dim light under which the footprints were recorded th* 
animal was walking in a more leisurely manner with more even stepping than occurred 
under the bright light used for the cinematograph records wlm-h frequently call fortl 
maximum speeds and uneven stepping. The alternative gaits which have been 
shown above to be capable of giving the same stride lengths and approximately th- 
same speeds, indicate that- small differences in the angle of swing of the leg can b 
compensated for by alterations in the duration of the forward and backward stroke** 
Variations in the successive paces of the same leg are frequent under bright light 
(text-figs. 3-5), and their lack of interference with the speed is doubtless explained by 
this feature, probably combined with small local alterations in the length of th- 
flexible body w r all. This must be a serviceable latitude in the execution of a gait web- 
suited to an irregular substratum. 

The shapes of the sets of footprints in text-fig. 7 closely resemble those seen ii? 
Pis. 16 and 17, so that it is probable that the animal making these records had propor¬ 
tions much as in text-fig. la, although the exact shape of the sels in figs. 19 and 22 
suggest that the last few pairs of legs were placed on the ground nearer to the middle 
line than in text-fig. la. The differences hctwcccn the proportions shown in text- 
figs, la and 2b, and the absolute size of the animal making the traeks, in Pis. 16 and 17, 
suggest that the animal may have been a young pregnant female containing well 
advanced embryos in her second or third year (flu- rate of growth for related specie- 
is given by Manton, 1938 b). 

Lastly the footprints recorded on a white surface- (zinc oxide on black paper) whih 
the film, analysed in text-fig. 4 was being taken wall be considered. PI. 16, fig. 17 and 
text-fig. 8 show sets of footprints numbered 2-8 which wen* formed during tin- 
period 4 p.2-8 ’ marked above on text-fig. 4. The 2iid-8tli paces of the right leg* 
arc indicated by the oblique numbered arrows. The positions of the tips of the legs 
during the backstroke have been plotted from the films (text-fig. 8), and if comparison 
be made with fig. 17 it is seen that each leg did not always leave a mark on the paper 
In text-fig. 8 the heavy arrow's show the positions of the middle line of the anterioi 
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•end of the body, and the dotted arrows show those of the posterior end of the body ; 
the difference between the two indic ates the lateral shift of the body as it passed 
these points (see also the outlines of the body at successive seconds, text-tig. 4). The 
small numbers mark the footprints of each leg, and sots of footprints are enclosed by 
dotted rings numbered 2-8. 

The extreme regularity of the patterns of footprints seen in Pis. 16 and 17, tigs. 
18—22 is here absent (see p. 54 1 ). Many legs were carried slowlv forward missing out 
one or two footfalls. The footprints bounding such paces are united by curved lines, 
the group k G’ from the footprints of right legs 10-19 (text-tig. 8) correspond with 
the slow steps starting at ‘G ' in text-tig. 4, and similarly the group W ' from the 
footprints of left legs 10-16 omitting pace 8 corresponds uith the step starting at 
‘ W ’ on text-fig. 4. This type of irregularity is frequent under bright illumination, 
but is absent from the footprints recorded under dimmer light {see also pp. 549 and 
555). 

The general form of most sets of footprints oil text-fig. 8 is a compact unit scarcely 
overlapping the next set, as would be expected from a speed ol 8 mm. per see. by gait A 
at a moderate extension of the body (67 nun., see fable 1 and text-fig. 2c interrupted 
line). The right sets 3 and 4 show an elongation forwards by the footprints of 
the posterior legs, as would be expected if the * d ‘ value was increased by an increase 
in the angle of swing of the leg (i.e. if gait A, 0 2 . 8 became A, 0 3 . >, table I column 1JJ), 
see text-fig. 2/, interrupted line Probably this localized increase id the angle ol 
swing of the leg on the right side is the cause of the bearing of the body towards the 
left. The widths of t he 3rd and 4th sets on both sides exceeds those of sets 5-8, and 
this is also due to the bearing of the body towards the left, which results in the 
progressive lateral displacement of the footprints, see also sets 4 and 5 in iig. 22, PI. 17. 
and fig. 16, PJ. 16 where both legs of a pair (see legs 10-12) can he extended towards 
the same side. The alteration in the initial direction of walking on text-tig. 8. 
must have started after the 3rd legs had taken their 5th paces , the paired footprints 
of legs 1-3 in set 2-5 are almost mirror images of each other, while the footprints 
of the 4th pair of legs are displaced to t ho left in sets 4 and 5. The lengths of stride 
at paces 6-8 are 5*5-60 mm. which again corresponds with gaits A, 0 2 . 8 -A, 0 3 ..>, 
(table 1 column I). The length of the left strides at paces 2-4 is rather less, owing 
to the turning of the body, a feature exaggerated in fig. 25, PI. 17, where the stride is 
relatively shorter and the turning more acute 

The data here presented show that turning of the head end of the hod\ from 
side to side may be almost continuous during locomotion in a straight line. Turning 
of direction of walking is accomplished by the body following a persistent turn of the 
head. The legs of both sides are displaced laterally in the direction of the 1 urn, and the 
angle of swing of the legs on the outer side is increased without alteration of the 
pattern of the gait. If the turn is acute the gait changes to t he F pat tern, and the speed 
and stride length are both reduced. The posterior part of the bod\ does not follow 
the path of the anterior end but becomes progressively displaced towards the side 
(see also p. 557). 

Thus the footprints of Peripatus are very varied, each variation corresponding 
precisely with the employment of a particular gait. The variety of gaits in Peripatus 
is clue to the manner of alteration of the speed. In the Myriapocia on the* contrary 
(see Part II) changes in speed are largely effected by changes in the duration of the 
pace, the gait remaining the same, and the resulting footprints over a wade range of 
speeds may be exactly similar. 

The numerical data utilized in the above account has either been based upon one 
animal, or has been scaled to the same approximate body size in the case of the 
second animal, in order to make all the data comparable for the purposes of the argu¬ 
ment. Animals of different sizes have different speeds, lengths of stride, distances 
LDOf. JOTTON. HOC.-ZOOLOGY, VOL. XLT. 39 
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travelled oil the backstroke, values for * d sizes of tracks, etc., which will be propOr- 
tioral to their absolute sizes ; but the general matters here considered concerning the 
pattern of the gait, the angle of swing of the leg, the duration of the pace and of the 
backstroke, and the pattern of the footprints, together with the effects of alterations 
of these factors, should be generally applicable to most if not, all Onychophora. 

The early evolution oe terrestrial locomotion in Arthkopoda. 

The bearing of the analysis of the locomotory movements of Peripatus upon the 
phylogentic origin of terrestrial locomotion in Arthropoda may now be considered. 
The Arthropodan type of limb is more ventrally directed than it is in the Annelida, 
and is capable both of supporting the body and of providing the motive force. It has 
been shown (p. 531) that the propulsive force for locomotion in Peri pat us is provided 
by the extrinsic leg muscles and not by the longitudinal muscles of the body as in 
Nereis (Gray 1938). Locomotory body muscles presumably were present in the 
aimelidan ancestor of the Arthropoda. A first change from this condition must have 
been a reduction in the propulsive force provided Ivy the longitudinal body muscles 
and an increase in that supplied by the extrinsic muscles of the limbs, and this may 
have occurred as the parapodia became more vent rally directed. When the undula¬ 
tions of the body ceased to be locomotory, the limbs of a pair would become free to 
move in alternate phase as before, or to move synchronously (the latter being incom¬ 
patible with locomotory undulations of the body). If the paired limbs continued to 
move in alternate phase lateral flexures of the body might persist, but if the limbs 
were predominantly in phase the body would be straight. It has been shown above 
(pp. 547 and 553) that the employment ol a variety of gaits by Peripatus is associated 
with the manner of* alteration of the speed of progression, and that this also results 
in a variety of phase relationships between legs of a pair. Little support is 
therefore given for the view that an Arthropod with paired limbs in phase with each 
other is necessarily more primitive in this respect than one showing paired limbs in 
alternate phase, although the execution of a ‘ bottom gear ’ gait, either alone, or 
predominantly, may have been a first stage in the evolution of terrestrial locomotion 
In the higher Arthropoda the gaits performed by each animal are restricted, and the 
phase difference between legs of a pair becom'es correspondingly fixed (see Part II). 

It has been shown that different degrees of longitudinal extension of the body and 
limbs in Peripatus are associated with the several gaits (pp. 530, 533, 551, and text- 
fig. 6). It is not known why different gaits should be more easily carried out at 
different extensions of a segment (work is in progress on this subject), but the 
mechanism effecting these changes in shape must reside in the musculature and the 
haemocoel. Lankester (1904) pointed out that all existing Arthropoda have an 
ostiate heart and have undergone phloebedesis, or the dilatation of the peripheral 
vascular system at the expense of the coelome. Pbleboedesis presumably preceded the 
stiffening of the integument as the Onychophora at the present day have not advanced 
beyond this stage. 

Changes in speed of progression in Peripatus are carried out largely by an 
alteration in the gait, there being little change in the duration of each pace. In the 
Myriapoda on the contrary, changes in speed are mainly effected by alterations in 
the pace duration, the gait remaining the same. The latter condition is presumably 
associated with the presence of an exoskeleton and the former with a soft body wall. 


Tkxt-dto. 8. 

The footprints shown in fig. 17, PI. 16, are here plotted from the cinematograph him taken at the 
same time {see text-fig. 4). For general description see p. 501. The small numbers represent 
tlie middle of the footprint formed by the sub-terminal pad of spines on the leg. The dotted 
linos extending from the dotted rings Surrounding oach set of footprints are roughly set at 
right angles to the direction of movement of the anterior part of the body when it was passing 
this point. These lines, together with the heavy and dotted arrows representing the middle 
line of the anterior and posterior ends of the body, indicate the bearing of the body first to 
the left and then to the right. The groups of right legs which omit footfalls 5 and 6 * G' 
and left legs which omit footfalls 8 1 W ’ are also shown in text-fig. 4 starting at ‘ W ’ and ‘ G \ 





Tkxt-fms. 8. 
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As the legs of a soft bodied ancestral Arthropod became of greater Iocomotory 
significance, varying speeds of progression would also be desirable. Since a change in 
speed is most easily carried out by a change in the gait in a soft bodied animal such as 
Peripatus, alterations in the extension of the segments would be expected to appear 
in association with an ability to change the speed. 

Lankester and Cannon have appreciated a functional advantage consequent upon 
phleboedesis which may have operated before the integument hardened. ‘ On con¬ 
traction of any part of the body any other pail of the body can be distended or made 
rigid by distension ’ (Camion, personal communication). Such alterations in shape 
may be more easily effected by a haemocoel than by a coelome, as coelomic fluid does 
not circulate and can only move freely where mesenteries and septa are broken down, 
and the coelome is usually in communication with the exterior. Annelids do show 
alterations in shape caused by muscles displacing coelomic; fluid, but these changes 
are more local than those* in Peripatus, and presumably also more local than those 
in an ancestral soft bodied arthropod that became capable of changing its speed of 
walking by changing the gait. Thus a functional suggestion is presented for both the* 
origin of and the need for the arthropodan haemocoel, which it is hoped may be 
furthered by future work. 

The fossil record gives us little direct evidence concerning the origin of terres¬ 
trial Arthropoda. Tiegs (1948) lias surveyed the evidence in favour of the Insecta 
and Myriapoda having a common origin from some terrestrial Peripatus-] ike 
ancestor which was distinct from the aquatic Trilobite-Cnistacean-Arachnid branch 
with more complex legs. The fossil Ayshmia Walcott (Hutchinson 1930) from tilt 
middle Cambrian, whether it be closer to the Annelida or to the Arthropoda, is 
strikingly like the modem Onycliophora in body and limbs, excepting the more 
elaborate antenna and the more primitive condition of the head. It was certainly 
marine, and, since its limbs so closely resemble those of Peripatus, it is not unreason¬ 
able to consider that they were moved in a comparable maimer, and if so, the haemo¬ 
coel may have already started its development. Thus the acquisition of propulsive 
extrinsic limb muscles and a lack of an undulatory body may have preceded emergence 
from the water. The Onychophora like the Amphibia clearly developed many struc¬ 
tures essential to land life before they emerged from the water, and their ancestors had 
probably evolved the essentials for terrestrial locomotion Jong before they left the 
sea. Itr is significant that the amphibious Crustacean Liyia (see a subsequent Part) 
employs the same gait in the sea and on land, the pace duration being shorter and the 
speed consequently greater in air. The Onyehophoran marine ancestor may have 
penetrated into fresh water before becoming terrestrial, or it may have walked 
directly up the beach into damp surroundings just above high water level, such as 
can be found in some estuaries today where woods lie immediately above a beach 
protected from rough weather. Presumably the integument of the earliest land 
Onychophora was wetable, and an ability to retain the salt content of the body, and 
to eliminate waiter absorbed osmotieally, must have been two of the many essential 
requirements. The secretion of hypotonic urine by Peri palopm* may be a survival 
from a time such as this ‘ when the retention of salt was an important factor in the 
control of the internal medium ’ (Picken 1936). The Iocomotory movements of the 
Onychophora have probably remained fundamentally the same during these changes of 
environment. The further evolution of the Iocomotory mechanisms and of the 
attendant body forms in the Arthropoda provided with a stiff integument will be 
considered in Part TJ. 
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APPENDIX I. 

On the disposition oe this leo.s whic h are in contact with the ground. 

In order to ascertain the positions which a series of legs would assume during a 
regular execution of any one gait, the movements of a series of limbs at a specified 
phase difference and relative duration of forward and backward strokes must be 
plotted as in text-fig. I, and the series extended until the requisite number of legs is 
shown, or until a repeat ol the pattern appears. Vertical lines across this series will 
then indicate the disposition of tin 1 legs at any one moment (see the vertical rows of 
dots in text-figs. 3-5). 



A 5:5 p>J. 0-4 



0 5:5 fxd. Ot 5 



E 6 5:3*5 fid 0*2 



Tjsxt-fics. it 

Silhouette* ol an animal of the Munr volume as the Pcnpatojma shown 111 text-fig. t> but walking 
at different gaits. The extensions of the body are either those which have been observed, 
or in the ease of theoretical gaits, are those calculated lor the gait. The positions of the logs 
are those calculated (see Appendix 1) lor a regular performance of each gait. 

Pijj. 9 a.- — 1Peripatopsis progressing l>v gait A with relative durations of forward and backstrokes 
as (5 ; 5) and a phase difierenee between successive legs ol 0*4 {see tig. 10, PI. 15) 

Fin. 96 .—Peripatopms progressing by gait X) with relative durations of forward and backstrokes 
as (6 : 6) and a phase difference of 0*16. 

Fig. 9c._ Feripatopsis progressing by gait E with relative durations of forward and backward 

strokes as (6*5 : 3*5) and a phase difference of 0*2 (see fig. 12, PI. 15). 

Fig. 9d.—The calculated appearance of the same Peripatopsis if it progressed by gait B with relativ e 
durations of forward and backward strokes as (6*5 : 3*5) and a phase difference of 0*4. 

Fig. 9eand/.—The calculated appearance of the same number of segments of an animal con¬ 
structed as is Peripatus, at two different moments, in the execution of gait H with relative 
durations of forward and backward strokes as (7 : 3) and a phase difference of 0*8. 
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For each pattern of gait the average number of legs in contact with the ground 
at one moment is proportional to t lie relative duration of the backstroke (see p. 534). 
This number represents an average of all moments during the gait, but may in fact 
never be realized at every or even at any one moment during an exactly regular 
performance of a particular gait. For example gait A (5 : 5), in which half of the 
pace is occupied by the backstroke, shows at a phase difference of 0-4 (text-fig. 9a) a 
total of about 9* propulsive and 13* recovering legs out of a total of 22, or vice versa, 
and the average of half of the legs in contact with the ground at one moment is never 
realized. The same type of gait- (5 : 5) at a phase difference of 0-45 (text-fig. 66) 
shows 12 propulsive legs and not the average of 11. Similarly, the E gait (6*5 : 3*5) 
at a phase difference of 0-2 (text-fig. 9c) shows 9 propulsive legs and not a number 
closer to the average of 7*7. Thus a divergence at any one moment from an average 
number of propulsive legs expected for any particular gait is not due to irregular 
stepping. It is inevitable if the execution of the gait is regular, and is compensated 
for by an equal and opposite divergence at another moment. 

Certain gaits show the same general disposition of legs at all moments, and other 
gaits can show very different dispositions. For example a B gait (6*5 : 3*5) at a phase 
difference of 0-4 always appears as in text-fig. 9 d. The A gait referred to above 
at a phase difference of 0-4 shows two alternative dispositions, either as in text-fig. 9a. 
or with about 9* propulsive and 13* reco\ering legs. The calculated appearance of 
a similar number of segments and legs at gait H (7 : 3) and a phase difference of 0*6 
is shown at two different moments in text-fig. 9c and/. This gait cannot be executed 
by Peripafcus but may be performed by some Myriapoda. The two moments are of 
strikingly unlike appearance. 

Further, certain unlike gaits may show an exactly similar disposition of the legs 
at particular moments, although the body extension may be different. For example 
gait A (5 : 5) at a phase difference of 0-4 (text-fig. 9a) for one moment in every pace 
shows a disposition of jts legs exactly resembling that of the B gait (6*5 : 3*5) at a phase 
difference of 0*4 shown in text-fig. 9 d. 

Thus in making any deductions concerning gaits from still photographs it must- 
be remembered (1) that the theoretical average number of propulsive legs for a gait 
may never be achieved, (2) that the same gait "may show' markedly unlike disposition 
of legs at different moments and (3) that rarely different gaits may show exactly 
the same disposition of legs upon the ground. Therefore* a diagnosis of a gait from 
a still photograph must be carried out by a consideration of factors additional to the 
disposition of the legs. In the above examples particular attention has been paid 
to the positions of the propulsive legs. Where these may be relatively few\ as in 
certain fast Myriapodan gaits, the detailed disposition of the legs off the ground may 
be useful in diagnosing a gait from a photograph. 

APPENDIX II. 

Analysis of tracks 

A method is here given for ascertaining the gaits which could give tilt* tracks 
shown in figs. 18-22, Pis. 16 and 17, b> deduction from the data presented in a fuller 
table I (p. 540), by the length of the stride, and by the value of k d : given by reference 
to text-fig. 7 (see p. 557). The stride lengths of the 50 mm. animal must be scaled to 
correspond with those of an animal of mean length 66 mm., and for figs. 18, 22, 20,19 
and 21, will read 5*5, 4*6, 4-6-41, 41 find 3-8-3*5 mm. respectively. The speeds 
for each gait shown by the table are for an animal of mean length 66 mm., and will be 
proportional to those of the 50 mm. animal which made the tracks. The relationship 
between speed and the length of the body is probably linear, see p. 560. Where two 
theoretically extreme gaits are shown to be capable of giving the same tracks both 
are usually impracticable, and the practicable gait w r hich actually formed each track 

* The exact number depends on the repeat of the metachronal wave. 
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is intermediate between the extremes. The practicability of the gaits is considered 

ion ]». 550. 

Fig. IS. If a pace length of 5*5 mm. is sought for in column 1 table I it is found 
that gait A, 0 2 . 7 possesses this pact 4 length, and also a ‘cl * of 5-3 mm. and a speed of 
7*7 mm. per sec. This value of * d' is 0-2 mm. lower than the value 3*5 mm indicated 
hy shape of the sets of footprints (text-fig. lb) (iaits with similar durations of 
forward and backward strokes (such as an A and a I) gait) and also the* same speeds and 
stride lengths, will have values of ‘ d' which correspond with the respective phase 
differences between their successive legs (p 542) Thus a gait resembling A. tf 2 . 7 , hut 
possessing a higher value of d \ must have a .^mallei phase difference between 
successive legs than the 0*4 shown by gait A, and approach that of gait I) with a 
phase difference of 0*15. The difference between the phase relationships of nil A and 
a J), or ot a C and an F gait is 0*4-0*15- 0*25, and the difference between the ‘d* 
values ol gait A, 0 2 . 7 and I), 0 2 7 is about 1*14 mm Tims a 1*44 mm difference m 
*d’ (*orresponds with a difference m phase relationship of 0*25, and a 0*2 mm. 
difference must therefore correspond v\ith a difference in phase relationship of about 
0*035. Thus a gait which could give the tracks has a phase difference of 0*4-0*035* 
()*3ff, and can he briefly expressed as (A, 0*30) 0 2 . 7 . the figure within the* bracked 
indicating the phase difference between successive legs 

Fig. 22 The procedure is as above, hut two alternative extensions of the body 
and value's of d must he* considered. 3*35 mm tor a moderate* extension, and 
2*0 min for a short extension of the body (p 550 and text-tig 7e and n). A pace* 
le*ngth ot 4 0 nun. is given by gait A, 0 2 . ;l (moeLcratc body extension) and also hy gait 
F, 0 3 (short body e*\te»nsion) An A gait usually shows a short pace* duration 
(column 1) and an F gait a longer one (columns Tl and II) or i*ve*n leaige*i* (init 
A. 0 2 . 3 in column I table* 1 has a * el ot about 2*N mm and a speed of about b*5 mm. 
pel se*c this <1 value* is too low hy 0-55 mm . so the required gait will have* a 
e*alculate*el phase diffcre*ue*e* of about 0*2S, w Inch is about half w ay he*twe*e*n an A and a 
I) gait. (Jait F. 0 3 . s in column Ill has a ‘el’ of about 4*0 mm. and a speed of about 
5*4 mm per sec. this * el * \able* is too high hy I I mm , so the re<|iurcd gait he*re* has 
a phase* difference of 0-30, which is piactically a (' gait. The*sc two gaits 
(A-I), O*2S)0 a 3 and ((- F, O*3f>)0 3 3 and all intt*rme*eliate* one*s could gi\ c tracks as m 
tig. ~~ at speeds langiug from 0*5 5*1 mm pe*i se*e* tfu an animal of mean length 
Mi mrn 

For figs. Iff and 20 the* pi need lire is as tor- fig. 22, two alternatne values oi el' 
being taken for a short and a moderate extension of the body, and ire»m the table a pair 
of theoretical gaits giving the same stride length e*an be deduced for each, between 
whie*h all intermediate gaits give similar tracks. 

Foi fig. 21 the procedure is ns for tig. IN, one value* of* el ’ at a short body extension 
being used. 

Nr MM \ It Y. 

1. The head and antennae carry out rhythmical moxements during walking, and 
tin* anteimal sensory hairs sometimes touch the ground 

2. Walking is effected hy the propulsive force of the extrinsic limb musculature, 
the rigidity and length of the leg being controlled hy the intrinsic muscles. The 
longitudinal body muscles, which provide the main propulsive force in many annelids, 
are concerned in the Onyehophora with maintaining a fairly rigid body wall for the 
operation of the extrinsic limb muscles. It is suggested that a transference of the 
origin of the propulsive force from tlie body to the limb musculature may have been 
an important step in the evolution of supporting limbs and of terrestrial locomotion 
in the Arthropoda. 

3. A variety of gaits occur in which the duration of the pace, the relative durations 
of the forward and backward strokes, the angle of swing of the legs, and tin* phase 
difference between successive legs, vary independently. The resultant speeds and 
lengths of stride-depend on these factors and on the absolute size of the animal. 
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4. Changes in the lengtn of the body of up to ±12%, and alterations in the- 
extension of the legs, accompany changes in the gait. The longer extensions of the- 
body and legs accompany gaits with relatively short durations of the backstroke, 
and give the faster speeds. The length of the legs also changes during each hack- 
stroke. 

.*>. Tiie relationships are given between the gait, the speed, and the numtx k r of 
points of contact with the ground. Fewest contacts are usually, but not always, 
associated with the faster speeds. Changes of speed are mainly effected by changes* 
of the pattern of the gait, the pace duration being little altered. 

0 . The form of the tracks depends on (1) the stride length, (2) the distance travelled 
during the time interval between the putting down of one leg and of the next behind 
it, and (3) on the dimensions of the body and degree of longitudinal extension. The 
patterns differ greatly for different gaits and extensions of the same animal. 

7. The theoretical gaits whicli might be performed by an animal an- compared 
with those which actually occur. Three gaits are predominantly used ; one for 
starting to walk and gaming speed, another for moderate or fast walking, and a third 
for easy walking when momentum has already been achieved. The relative durations 
of the forward and backward strokes in these gaits respectively are as 3-7 : (>*3. 5 : 5* 
and 6*3 : 3-7 (approximately), and the phase differences between successive legs in 
the three gaits are 0-16, 0*4 and 0-i6-0*2 (approximately). 

8 . The paired legs step approximately in phase with each other during the 
‘bottom gear' (3*7 : f>*3) gait, and approximately in alternate phase during the 
4 top gear ’ (7-f>: 3*7) gait. In the * middle gear ’ (5 : 5) gait the phase relationship 
is variable and fluctuating. The longitudinal coordination between leirs of one side 
of the body appears to be stronger tlmn the coordination between legs of a pair. 

9. The method of turning is described. 

10. The evolution of tin- Omehophoran locoinutorv mechanism from that of an 
Annelidan ancestor is discussed. 
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I'lXFLA NATION OF THK FLATUS. 

Pi, ATI 14. 

Hue<4.«Kive photographs ol r. M'dywv'.Lt from tho film analysed m text-fig. 3, «>vei the period 
marked 4 p The time interval lietween the photographs is 1/14th see.: the background i* 
divided into 2 cins. squares A complete step is shown by about 10 frames, tor example 
the right second leg is put on the ground in frame 2 ; it is raised and starting the forward 
*wing. during which the body carries the leg forwards, in frame S , and it is pul down on the 
ground again in frame II. The *ixth right leg is not used. Foi explanation of the white 
dots see p. .”>,‘11. the dot" hu\e been marked on the print". 1*S 

Pi.vn; 15 

Fji.s. 10-1.1 show lateral view.-of two different specimens of l*t / tf>utop*ts mowbift when walking. 
The body is raised off the substratum, but in the animal shown in figs. 10 and 1II the legs are 
more vent rul 1> directed than in the animal shown in figs. 11 and 12. The legs at or near the 
• nd of the backstroke are marked ; where the phase difference between successive legs is 
"mall a huger number of legs participate in each metaelironal wave of limb movements than 
where the phase difference is large 

Fig. 1 shows approximately 7 cycles of leg movements, and the short legs 21 and 22 are curried 
clear of the ground. The gait is ol the (5 : 5) pattern at a phase difference of 0-4 (see text- 
tig. Mn). The s|M*ed is probably moderate, and iaster than m fig. 13. 

Fiu. 11 shows approximately S cycles of leg movements, with approximatch every other leg oil 
the ground. The gait i<- of the (5 : f») pattern at a phase difference of 0-4.7 (see text-fig. 65). 
The speed i" probably moderate or last. 

Fin. 12 shows approximately .7 < vcles of leg mo\eiueiits. and up to live consecutive legs m each 
mctuchrnuul wave, thiee ol tliese being clear of the ground The extension ol the body is 
10% greater than in tig I I The gait is ol the (6*5 : 3-.7) pattern at a phase difference of 0*2 
(see text-tig. Or). 'Hie sp«*ed is probably faster than in fig 1 1. 

Kin 13 show" approximateh 4 < vcles of leg movement", and up to "i\ lonseeutive legs in each 
frietachronai wave, mam of which appear to Is* *n contact with the ground The gait is 
of the (3-7 : 6-3) pattern at a phase difference of 0-16 (see text-fig. 6 a). The extension of 
the body i- !7°„ les" than m fig 10, and the angle of "W'ing of the leg" is than in tig. 10 Tho 
sjvcod was piolmbh slow. 

Fii;\ 14 1,7.show thi same specimen of /* stihftttch/ walking at two different extensions of the 
body, and "bow mg different mils and e\te?i"ions of i he antennae The length in tig. 15 ih 

0“,', less than in l.g 14 This same aimnal is shown m |»! XIII, fig J (Mu lit oil 1938 a) at a 
I 1°,, les"i>! * xfe»i"M hi of tin- bodv than »ern in fig 1.7 

I’i vii 16 

Fn. It> Photograph ol tin /* s* tUtu't /. * seen <n PI 14 and m tig 17 in an mvgulai po"itiou 
showing \ai\ing leg | tost lire-.. The < ompn non" bind to the left in the middle of tho body 
is being eliminated, and legs 10 12 are "tiet< bed towanU the lett from both "ides of the body, 
and leg ;» | M) t) t "ides is stretched to tin ngdit at the beginning of a "tej> i. 

Flo 17. Trui ks left b\ V Mf/gw/V*/ walking over blink pnpei coated with zim oxide powder 
at tlie same time U" the record "flown in text-fig 4 was made Tho numbers 2 S mark the 
sets of foot prints which have Ik’< n analysed from the film and shown in b xt-fig. 8. r l he 
elongated black mark between the animal and the Nfh"et"ol footprints wn" caused by the 6th 
right leg being dragged along the substratum. 1 

Flos, is- 2.7 show enlarged photograph" of t he t rack" made by another I * m iytvnit about 50 min. 
in length, when walking ovei smoked paper. The track" me i ompo,-ed ot paired sets ol 
tootprints, each "el comprising the toot print" ot tho legs ot one side of tin* body. The 1st 
set in at tlie bottom, and the 2nd- fltli sets be progressively toward" the top of each record. 
On tho right a leg has been drugged across the substratum In ligs 18-20 the legs of a pair 
art* a little out of phase so that tho sets of footprint* on each side are not opposite one 
another. Claws wore used only in figs. 24 and 25. The numbers on tin* loft ot same of the 
sets of footprints give the values of * d * corresponding with the calculated patterns tor an 
animal of similar proportions (text-fig. 7 a) but showing either an approximately moderate 
extension of tho body of 67 mm. * / 67 ' or a shorter extension of approximately 58 mm. 

' / 58 \ For further description see pp. 556-560 and Appendix 11. 

Fits. 18. The Hots overlap forwards, the stride length is about 4*2 nun., and the width of the track 
about 5 05 mm. The estimated extension of* tlie body w a." moderate, and t he speed probably 
faster than for figs, 19-22, sec p. 558. , 5. 

Fig. 19. The first two sets are separate*, and the subsequent sets progressively elongate with 
increasing values of 4 d' till they touch each other at paces 4-6, the stride length of leg 1 is 
3-1 mm. and those of the middle and posterior legs increase slightly, and the width of the 
track is about 4-9 mm. The estimated extension of the body and also the speed was less 
than in figs. 18, 21 and 22 and fsreater than in fig. 21, set* pp. 559 and 560. - a. 
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Fki. 20. All sets show the minimum size ami approximate to a large dot, the stride length is 
‘1-4-31 mm., and the width of the track is about 4*7 mm. The estimated extension of the 
body was shorter than m tig. 18 but longer than for figs. 19 and 21 : and the probable speed, 
was slightly less than m tig. 22, considerably less than in tig. 18, and greater than jn figs. 19 
and 21, see p. 559. > 5. 1 

Fin. 21. All sets are compact, but less so than in tig. 20 : the stride length is 2-9 2*5 mm., and the 
width of the track about 4-4 mm. The estimated extension of the body and also the sjieed 
was less than m figs. 18- 20 and 22. Two senes of marks ‘ a J have been left by sensory hairs 
of the left antenna, see p. 500. 5. 


Vlatk 17. 

Fig. 22. The sets art- separate, mid set 1 has the same general iorm as set 1 on tig. 19. tlit* lateral 
spread of sets 4-5 is due to a slight bearing to the Jeft. The pace length is alxuil 3-4 nun., and 
the width of the track is about 5*1 mm. The estimated extension of'the body was moderate, 
and the speed probably greater than m ligs. 19 21 blit less than in fig 18, see p. 559. \ 5. 

Fig, 23. The sets are hen* long and overlap greatJ\ so that they are no longer recognizable, being 
of the type shown in text-fig. 2 h ; the width of the track is about 5*1 mm. The estimated 
speed is greater than in figs. 18-22, see pp. 557 and 560, < 5. 

Fig* 24. Tracks left by an animal which was shuffling about slowly and using its claws. 5. 

Fig. 25. The left sets are shown at a turn towards the left ■ the change «f direction js greater 
in the upper part of the record than in the lower part. The sets overlap backwards and not 
forwards as in fig. 18, and the superimposed parts can be recognized by reference to toxt- 
fig. 7 ; the lateral spread of each sot is progressively increased. The stride length is about 
2-2mm. The estimated speed was slower than in figs. 18-23. sec pp 557 and 561. 5 
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Mexican and Central American Carter Snakes ( Thamnophts ) in the British Museum 
(Natural History). By Hobart M. Smith, (' William Nixon, ami Ihirur 
W. Smith. (Communicated by H \Y Parkkh. M.A I*' LS ) 

2~f .\o\f*Mihci Mils] 

Summanes oi neotropical garter snakes published since 1900 (Kuthven, 1908 ; 
Fitch. 1940 . Smith, 1942 Smith and Taylor. 194o) have been based almost 
exclusively upon specimens in American museums The large eolleetions of Kurojiean 
museums, particularly of the British Museum (Natural Hist on) were neglected 
because of the mechanical difficulties of examining them 

Farly in 1947. Mr Roger Coimnt, more diligent than most oi his colleagues and 
predecessors, arranged through the good will and courtesy of Mr H. W Parker of the 
British Museum, to examine all neotropical specimens of tin* Boulengerian (1893) 
genus Troptdovotus chiefly for the purpose of examining the members of the group 
currently' recognized as the genus Sutru. Included also, however, m Boulenger's 
Tropidonotns is the genus Thnmnophi v of current nomenclature. Verv generously 
Mr. Conant arranged to share the fruits of his industry by making the specimens 
of the hitter genus available to us for study We arc deeply grateful both to Mr. 
Conaut and to Mr Parker for this opportunity. 

Among the specimens now assembled m the genu* Thanuiophi* an 1 79 from 
Mexico and ('(Mitral America the British Museum possessed at the time Boulenger's 
catalogue (1893) was published it now possesses 108 Then. 9 species and sub¬ 
species were recognized . we list 17 somewhat better than half the 31 currently' 
recognized in Mexico and Central America The 79 specimens available to Bmdenger 
actually represented 14 sjwcies and subspecies, as now understood. 

The present summary provides at least brief notes on all except 0 (eotypes of 
7 T . ti. qodnmm) of the 108 specimens m the British Museum, a description of two new* 
races (one of which is not represented by specimens m the British Museum but 
whose validity was indicated In their s|>eeimens of a named race pro\ lously 
confounded w r ith the unnamed subspecies), and certain novel distributional and 
variational data. 

Tham\ oi»m.s ciirv soceimi\u s (Cope). 

Seven specimens ait* from three localities five from Omdteme. soon ft., 
Guerrero (1893.1.9.0-7, collected by H. H. Smith and presented by Codman 
1894.11.14.17, from Codman. and 1909.9.1.249, collected by (iadow) one from 
Amula, 8,(K)0ft., Guerrero (1S93.1 9.S, collected by Smith, presented by Godman) : 
and one from Jalapa, Veracruz (1881.10.31.58, collected by Hocge) 

Bonlenger (1893.203) listed only four s|»ccimeiis of T chnptnrt p/iaht* , these 
are apparently Nos. .*> 9. 7 and S of the preceding list Specimens which were 
acquired later were Nos. 249 and 17 of the preceding list, while Bonlenger apparently' 
omitted the specimen from Jalapa. No. AS, even though tin* collection date was 1881. 

These specimens are noteworthy in two respects : (1) they prov ide evidence that 
both colour phases (tf/ptcu* and eburatus) occur throughout the range of the species, 
thus indicating still further that the latter phase is not tavmomically distinct • and 
(2) they prove the occasional occurrence of a short mid-dorsal stripe anteriorly. 

Two specimens (No. 2 from Omilteme and No. 7S from Jalapa) are of the peculiar 
dark (eburatv.s) phase, having a black belly' and dorsum and a very prominent, 
wavy, whitish lateral line. This phase lias not been recorded heretofore from 
Guerrero. 

In two specimens (No. 249 from Omilteme. and No. JS from Jalapa) <i mid- 
dorsal light stripe is clearly evident a short distance on the neck. Both are juveniles, 
and in one the short mid-dorsawtripe appears possibly' to have resulted from fading. 
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No evidence* has been discerned of taxonomically significant geographic variations, 
although three faunistically distinctive areas are inhabited (the Veracruz, Oaxaca 
and Guerrero areas). It may be of interest, however, that two post-oculars have 
been recorded only from Oaxaca, and, with one exception, 7 supra-labials only from 
Guerrero. 

This species, often confused with T. scalar is, can easily be distinguished by its 
larger eye, and almost always by the a bsence of a mid-dorsal stripe and presence 
of 8 instead of 7 supra-labials. 

Thamxofhjs EgrKs eqi'kn (Reuss). 

Fourteen specimens are from the following localities . Duramjo : Ciudad (Nos. 
1882.11.15.21, 2(5 : collected by A. Forrer : Zacatecas : Mezquitai del Oro, 4,500 ft 
(No. 1892.2.8.54 : collected by A. C. Buller) : Zacatecas (No. 1885.0.20.1 ; presented 
by J. M. Cameron) ; Jalisco : North of Rio Santiago (Nos. 1892.1.9.9-10, presented 
by F. !). Godman) ; La Venta, Guadalajara, 5,132 ft. (No. 1892.2.8.53, collected by 
A. C. Buller) : Guerrero : Chilpancingo (No. 1893.1.9.11, collected by H. H. Smith) ; 
Aznula, 8,000ft. (Nos. 1893.1.9.13-15, collected by H. H. Smith): Omilteme (No. 
1894.3.1.10, collected by F. D. Godman) ; Xucumanatlan (No. 1893.1.9.12, collected 
by H. H. Smith, presented by F. D. Godman) : Veracruz : Jalapa (No. 1881.10.31.59, 
collected by Hoege). The race has been previously recorded in all these* states, but 
a number of areas of considerable interest are represented. 

Only one specimen in this series, from Omilteme. was not available to Boulenger 
(1893 : 209). In turn. Boulenger lists ten specimens not included here : seven from 
Ciudad Durango, one from * Rio Chisoy,* another from Ihiehas. Guatemala, and a 
final one from k Guatemala.’ All are still in the museum collection. The latter 
three are here regarded as representatives of two subspecies (one of them new) of 
the species 7\ *umichmsti. The se\en from Durango all belong to the s|K*eies 
T. erraus. 

The two specimens from ’ North of Rio Santiago ‘ arc peculiar m ventral scale 
counts. The male possesses fewer ventrals (155) than anv recorded T. v, cyrtopsis 
(1(53 minimum) while the female possesses jtnore ventrals (174) than any recorded 
T. 4 . eques (maximum 1(54). Were locality data not available we would regard the 
female as T. e. crytopsis and the male as T. e. eques. with which they well agree. In 
fact, there is grave doubt in our minds that both were actually collected in .Jalisco, 
although one (the male) may well have been. It is true that previous information 
indicated western .Jalisco and eastern Nayarit as probable areas of intergradation 
of these two races, and the present specimens lend credence to the idea. It is 
unfortunate the locality is so uncertain that only northern .Jalisco is assured. It 
may be supposed, however, that the specimens were secured in the extreme western 
(and of course northern) part of the state, since presumably typical T. e. eques 
is known from the eastern (Bolen Belem de Refugio according to some atlases |) and 
central (20 km. south of Guadalajara) portions. 

The Santiago specimens lend some credibility to the allocation of two specimens 
(by Smith. 1942 : 108) from northern Nayarit (Santa Teresa) to T. e. cyrtopsis, 
despite the extreme southern position of this locality, and the close approximation 
to Guanacevi. Durango, where typical T. e. eques is recorded. Presumably, if 
correctly understood, T. e. cyrtopsis extends southward only west of the Sierra 
Occidental in this area, while east of the divide T. e. eques occurs. Northward, of 
course. T . e. cyrtopsis occurs on both sides of the divide. Until a larger series is 
available from the vicinity of Santa Teresa or elsewhere to the north or south on 
the Pacific slopes of the Sierra Occidental, any allocation of the small series now 
available from there should be considered tentative. 

The Guadalajara specimen, consisting of head and neck only, appears to be 
typical of the race. It represents a large adult. 

The two from Ciudad, Durango, appear typical c/, T. e, eques and verify previous 
reference of specimens from central and southern Durango to this race. 
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The two from Zacatecas are typical T. e. agues. The one from Mezquital del Oro 
is from the extreme southern part of the state, virtually straight north of Guadalajara 
and * north of Rio Santiago . It , therefore, indicates that at least one of the specimens 
(see above) which actually bear the latter locality data was indeed taken farther west 
(and perhaps north) than the Guadalajara area. 

The fine series from Guerrero exhibits no noteworthy variation from the normal 
for T. e. eques , save the occurrence in one female of the ventral count of 144, one 
less than the minimum previously recorded. Four post-oculars occur more 
frequently in Guerrero specimens than in others, but the frequency is not sufficiently 
great to serve as a basis for subspecific recognition. 

The specimen from Jalapa is typical. It is probable that it came from the 
mountains west of town. 

Thamnophis eqies ( yrtopms (Kennicott). 

Two specimens (Nos. 11)11.12.12.20-21. collected In XeilK and presented by 
Hans Gadow) are from loquiro (probably Yoquivo), Sierra Tarahumare. Chihuahua. 
Neither of these specimens was available to Boulenger (1893). They possess the 
high ventral counts typical of this race, but as characteristic of southern specimens, 
have the narrow mid-dorsal stripe universal in T. f . aquas. ft may well be that the 
populations possessing this combination, since they occupy a. considerable range 
and are more or less uniform, deserve nomenelatorial recognition despite their 
obvious hybrid origin. No name for it is available at the present time. 

The two specimens (No. 20 a male and No. 21 a female) mentioned above exhibit 
respectively the following \ aviations : scale rows, 19-19-17. 19-19-17; ventrals. 
178, 170; caudals, 80. 72 . supra-labiaIs, S-8, 8-8; intra-labials. 10-10. 10-10. 

prc-oculars. 11, 1-l ; post -oculars, 3-3, 3-3; total length, 35.1 min.. 342 mm. 
tail length, 84 m.. 77 mm. ; ratio of tail to total length. 0*237. 0*225 

Thamnophis kp.rans Smith. 

Among the rarities of the collection is a fine series ol eight specimens of this 
species, from Ciudad, Durango (Nos. 1882.11.15.22-25, 27-29, collected by A. Forrer), 
and loquiro (probably Yoquivo), Sierra Tarahumare, Chihuahua (No. 1911.12.12.20). 
Boulenger (1893:209) lists the seven specimens from Ciudad, Durango under 
T . ordinatus agues. The eighth specimen, from Chihuahua, was collected in 1911, 
and, therefore, was not included in Boulenger's work. Only six other specimens 
have ever been recorded of the species, although both states were represented by 
them. The present series is of value in establishing more accurately the variation 
of the species. 

The mid-dorsal light stripe is present in all specimens, usually occupying a single 
scale row, but in one, one and a half scale rows. A fairly distinct dorsal pattern is 
evident of two rows of spots on each side, none fused together although all are of 
rather small size. There are no spots on the scales below the lateral light line 
(except for darkened bases of the scales). Likewise, the belly is largely unspotted. 

At both the localities where T. errans was taken, T. agues is known to occur (see 
list of specimens of T. eques agues and T. aquas eijrtopsis), despite very considerable 
similarities in appearance and scutellation. The differences between them, while 
numerous, are not major. 

In 1942, this form was regarded as a subspecies of T. ordinoidas. Although its 
relationships appear to be with this group, there is no real evidence or indication 
of intergradation. Accordingly, upon the suggestion of Dr. Henry Fitch, who 
kindly expressed an opinion, this form is now regarded as a distinct species. As 
Dr. Fitch pointed out, the maxillary tooth counts of T. errans and the form from 
which it was presumably derived (T. o. vagrans) are markedly different. 

Further data on variation in maxillary tooth counts were obtained. All eight 
T . errans were examined, and Vrnnd to have 16 to 18 maxillary teeth ; the two 
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eques from each locality where T. errana is recorded were found to possess 23 to 2(5 
maxillary teeth (No. 21 rCiudad] 24 ; No. 26 [Ciudad] 26 ; No. 20 [loquiro] 25 ; 
No. 21 iToquiroj 23). 

\ 

ThAMNOPHJS MAC ROST KM MI'S VI ACKOSTEMMlIS (Keilliicott). 

A series of 11 specimens is available from the following localities : Hda. del 
Castillo, Guadalajara, Jalisco (No. 1892.10.31.26, collected by A. C. Buller) : Mexico \ 
City, Distrito Federal (No. 1880.4.7.52, presented by l\ Geddes) ; Oaxaca (Oaxaca ?), 
(Nos. 1881.10.31.36-40, collected bv Mr. Hoege and purchased from Godman) ; 
Lake Xo(*himileo, Mexico (Nos. 1903.9.30.188, 1940.1.11.30, both collected by Hans 
Gadow) : and ‘Mexico* (Nos. 1869.1.15.5-6, purchased from Mr. Cuming). 
Boulenger (1893 : 212) lists all of these specimens, except Nos. 30 and 188 which 
were not- available t<> him, under T. ordinatus macrottfenuna. The remaining six 
specimens listed by him as T ordinal ns macrostem ma are reform! to T. macrostemm ns 
me go lops by us. 

In scutellation all agree perfectly with the diagnostic features of this race, except 
that the male from Jalisco lias one more caudal (79) than 93 per cent, of other 
specimens. The Guadalajara area is well known to be one where intergradation 
occurs, however, and thus the exception there is reasonable. 

The Oaxaca specimens are the only ones known from that state except- tor one m 
the U.S. National Museum from Mitla. They possess a distinctive pattern in which 
the lateral spots are completely absent and instead narrow, discontinuous dark lines 
extend along the edges of the scale rows and the skin between them , the two lines 
on each side next to the medial border of the lateral light line are the most prominent 
and regular, and almost as regular are the lines on either side of the mid-dorsal 
light stripe. Thus the dark spots appear to be replaced by dark lines. The mid¬ 
dorsal light stripe is 3 scale rows wide. This pattern occurs in all specimens, both 
young and adult, and for that reason appears more constant than the peculiar 
patterns described for specimens from elsewhere. The Oaxaca populations therefore 
probably deserve recognition as a distinct race. We believe, however, that to do 
so would require revision of the other populations of the species, for it has long been 
emphasized that numerous geographic variations in pattern occur in this species 

Thamnophls macrostemm i s megalops (Keimicott). 

Seven specimens are referred to this race, from Ciudad, Durango (Nos. 1883.4.16.31 - 
35 [6 specimens], collected by A. Forrer), and from Bocoina, Chihuahua (1940.1.11.31. 
collected by Hans Gadow). All, except the one from Chihuahua which was not then 
available, were listed by Boulenger (1893 :212) under T. ordinatus macrostemma. 
Some of the Durango specimens (Nos. 31, 32) have very narrow mid-dorsal light 
stripes, w’hich do not encroach at all upon the para-vertebral scale rows. In all 
the others the edges of the para-vertebrals are involved. In none is the stripe 
broad, however (3 scale rows or more), as is usually true of T. m. maerostemnms. 

Thamnofhis melanogaster melanogaster (Peters). 

Twelve specimens are present of this subspecies. One (No. 1903.9.30.189) is 
from Lake Xochimilco, Distrito Federal, collected by Hans Gadow ; three others 
(Nos. 1880.4.7.50-51) are from the vicinity of Mexico (City), Distrito Federal, 
presented by P. Geddes ; and the remainder are from unknown localities (Nos. 1864. 
1.15.18-19; 1868.3.3.47-49 (6 specimens]; 1871.2.7.32.37). The latter two are 
labelled ‘ Tehuantepec,’ and were purchased from Mr. Boucard, but unquestionably 
the locality is erroneously recorded. Boulenger (1893 : 225-226) listed all of these 
specimens under T. melanogaster , except No. 189, which was collected in 1903 and 
therefore was not available to him. The remaining four specimens listed by 
Boulenger as T. melanogaster are referred to T, melanogaster cancecens by us. 
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These specimens demonstrate the fact tliat within the populations referred by 
Smith (1942 : 11(5-117) to T. m. melanogaster two subspecifically distinct groups 
occur : one is restricted to the Valley of Toluca (so far as present records indicate), 
while the other occurs in the valley of Mexico. All the specimens in the British 
Museum, however, ap]>ear to he typical of the easternmost race, to which the name 
T. m. melanogaster is applicable. 

Thamnophis melaniniahtkii canencens Smith. 

Five specimens represent this race. One (No. 1892.9.5.40) is from La Cuinbre 
dc los Arrastrados, Jalisco. 8,500ft., collected by A. C. Bullcr . two (Nos. 1892.10. 
51.27-28) from OoIonia Brizuela. Hda el Rosario, Autlan. Jalisco, collected by 
A. ('.Butler. one (No 1851.5.15.24) from ‘Western Mexico/ purchased from 
Mr. Mather; and one (No. 1897.1.11.7) from Guanajuato, sent by Alfredo Dug&s. 
Boulengor (1895:22(5) listed Nos. 24,27, 28 and 40, under T. melanogaster, while No. 7 
was collected in 1897 and was not a\tillable to him. Attention is called to the fact 
that No. 40. listed from La Cuinbre de los Arrastrados. Jaliseo, 8,500 ft., is the same 
specimen that Boulenger lists erroneously from La Laguna. Juanaeatlan, Jalisco, 
0.500 ft. 

All are 'typical enough of the race, although certain variations (condition of 
lateral light stripe, number of post oculars) do not exhibit the percentage distribution 
recorded by Smith <1942 118, 119) for larger scries. The one from Guanajuato 

has a belly pattern intermediate between the narrow or obsolete stripe characteristic 
<>{ western 7\ ///. catusn ns. and the extensive black marking characteristic of eastern 
Y\ /// melanogustn Since it was obtained in an intermediate geographic area it is 
reasonable to suppose it may represent either an intergrade or an approach toward 
an intergradmg condition. 

The lateral light stripes, ‘ seldom evident m other specimens, are absent in 
only one specimen of the present series in the other four the lower edge of the 
strijK' varies, however, from a state* of virtual absence to a well-defined condition. 
No specimen shows evidence of a mid-dorsal light line as previously observed. In 
one of the five the second supra-labial is in contact with the nasal : this represents a 
jiercentage (20) close to the previously recorded average (22 per cent). However, 
only t wo have 2-2 or 2-5 post-oculars, a condition previously recorded in 72 per cent, 
of the specimens. In the only male, the subeaudals are more than (55 (7(5). as they 
should he, while in the females all are over 55. as expected. 

Thamnophis mklanocaster linearis, subsp. nov. 

Holotype,. — Male, E. H. Taylor —H. M. Smith Coll No. 15942, from lx* mi a, 
Mexico, collected by E. H. Taylor and H. M. Smith. 

Paratypes. — E. H. Taylor —H. M. Smith Coll. Nos. 5044-452, 5075-8. 5070a, 
] 5943-7, with the same data as the holotvpe. 

Diagnosis. —Distinguished from other members of the species by the reduced 
number of caudals in both sexes and by the presence of a mid-dorsal light line in 
the young and some adults. Differs from T. m. cane see ns also in the usual presence 
of a contact between the second supra-labial and the nasal, the well-defined lateral 
light stripes, the extensively blackened belly, and the larger number of post-oculars. 

Description of the holotype, .—A male with 2-2 pre-oculars, 3-3 post-oculars, 
8-8 supra-labials, 10-10 infra-labials, 140 ventrals. 59 caudals and 19-19-17 scale 
rows. 

Comparisons. —The present subspecies differs from all others of the species in 
having a vertebral light line distinct in the young and evident even in some adults. 
Neither of the other races exhibits such a light line at any age. It is likewise dis¬ 
tinctive in having a reduced number of sub-caudals : (54 or fewer in males (100 per 
cent.) and 54 or fewer in female^(93 per cent.). 
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The three subspecies of T. melanogaster may he contrasted as follows : — 

Sahs|H‘<*ies melunoganter linear** canencen* 

Second supra-labial contact* nawil* 88% (12) 88% (30) f 22% (64) 

Vertebral light stripe . . .. never -f young and never 

some adults 

Holly . . . . . . .. month black mostly black | a narrow mid- 

ventral dark streak, 
or none 

Lateral light stripe .. .. often evident seldom not evidenl seldom evident 

Post-oculars 3-3 or muie . . .. - 70% (26) 80% (30) +20% (84) 

Male eaudals 64 or less . . . . 21% (14) + 100% (14) 26% (34) 

Female eaudals 34 or less . , . . 20% (10) ! 03% (13) 14% (42) 

In the above table the sign (=) indicates a point of difference between 
the two subspecies named on either side of the line; differences between T. m. 
melanogaster and T. m. cane scats are indicated, on the left-hand side of the column 
for T. m. melanogaster. Presence of the sign -t* indicates that the differential 
character is one unique to the race named on the side where the sign is placed. 

Inspection of this table reveals the curious fact that the two end races (T. w. 
cane see ns and T. m. melanogaster) arc distinguished by fewer differences than separate 
T. m. linearis . the geographical intermediate, from T. m. canescens . Of further 
importance, T. m. canescens and T. rn. linearis both possess certain unique charac¬ 
teristics (three each) while T. rn. melanogaster possesses none. 

These facts indicate that T. m. melanogaster represents an ancestral population 
from which the other two independently were derived : (1) few differences between 
either of the derivative and the ancestral race (three each), many between the 
derivatives themselves (seven) : and (2) no unique characters in the ancestral race, 
several in the terminal populations. If the supposition of an ancestral position 
for T. m. melanogaster is correct, it may be assumed that the western race (T. m. 
canescens) migrated northward and thence westward, skirting the present valley of 
Toluca, to which T. rn. linearis is now apparently restricted. 

The scale counts given by Peters (1^64 : 389) are not particularly useful for 
allocation of the name, inasmuch as the sex of the type is not recorded. While the 
extremes in the actual combination of 144 ventrals and 56 eaudals ha ve 1 ! not been 
matched in recorded counts of any race save T. m. canescens , the approach is close 
in both other races. The type is described with 3-3 post-oculars, thus rendering 
the chances only I in 4 that it represents T. m. canescens. The belly is apparently 
black (‘ melanogaster and the dorsal stripe is apparently absent (‘ olive-colored 
above, with a bright indistinctly outlined band along the two lower scale rows ’). 
These characters eliminate from reasonable possibility both T. m. canescens and 
T. m. linearis. 

Tropidonotus mesomelanus Jan (1865 : 230-231) likewise apparently was applied 
to T. m. melanogaster (s. s.), inasmuch as the lectotype (Smith, 1942 : 116) is black- 
bellied and lacks a dorsal stripe. The original citation of this name (Jan, 1863 : 73) 
was accompanied by such an inadequate description that authors even of that date 
would have been unable to distinguish the species from others then known. We 
accordingly count the name as a inomen dubium (Opinions Intern. Comm. Zook 
Nomenel., 126 : 21) and give it status as of the earliest date of adequate description 
(Jan, 1865:230-231). Acceptance of the 1863 date would give the name priority 
over T. melanogaster of Peters (1864). 

Tropidonotus Baronis Mulleri Troschel (in Muller, 1865 : 610-611) cannot with 
certainty be allocated with any of the three races of melanogaster now recognized. 
Following Smith (1942 : 116) we allocate the name with T. m. melanogaster, of which 
it is thus a junior synonym, pending examination of the type. 

* A 4-eornered contact of loreal, nasal and 1st and 2nd supra*1 abiale is taken as a 4 contact * 
•of the labial with the nasal. r 
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Thamnophis phenax phenax (Cope). 

A single specimen (No. 1872.0.11.1, purchased from Mr. Cutter), is from Orizaba, 
Veracruz. It is a male with 19-19-17 scale rows, 73 caudals, 8-8 supra-labials, 
10-10 infra-labials, 1-1 pre-oculars, 3-3 post-oculars, 1-2-3 temporals, a total 
length of 554 mm., tail, 133 min. ; ratio of tail to total length, 0*240 ; the blotches 
on the body are typical of the race, of large size, reaching to the outer scale rows, 
44-40 ra body. There is a large, light-centred dark marking on the parietals, as 
is typical. 

This specimen is the one listed by Boulenger (1893 : 210) as T. ordinatus phenax . 

Thamnophis rufipunctatus (Cope). 

Throe juveniles (Nos. 1911.12.12.22-24) are from loquiro, Sierra Tarahumare, 
Chihuahua, collected by Mr. Noilly and purchased from H. Gadow. Since these 
specimens were collected in 1911, Boulenger (1893) did not include them in his work 
These do not extend the known geographic range, but are noteworthy by extending 
the limits of known variation (ef. Smith, 1912, and Smith and Mittleman, 1943) in 
ventral counts of Mexican females (from a maximum of 100 to 102) and in caudal 
counts of Mexican males (from a minimum of 70 to 75), and in providing a further 
example of the rare variation in which two supra-labiais enter the orbit. The 
pattern is of well-defined spots in all three rows on each side of the dorsum, and 
with small spots on the anterior ends of the ventrals ; this appears to be more or 
less ‘typical’ of the specie^, although it dot's not, unfortunately, well match in 
dorsal pattern the peculiar spotless condition of the type of ru/ip/nictatm. 

Thamnophis sac: kith* c'iialcef\s (Cope). 

Ten specimens of this race arc in the collection from the following localities * 
Los Cuadros do San IVdro, Costa Rica (No 1913.7.19.140, collected by Underwood 
and presented b\ F. 1). Godman) : k Honduras ’ (no No.) ; Belize, British Honduras 
(No. 1857.12.15.1, two specimens, collected by J. Smith) ; Cozumel Island, Yucatan 
(Nos. 1889.4.15.21-22, collected by Gaumer) , Jalapa, Veracruz (Nos. 1893.1.9.17, 
collected by F. 1). Godman ; No. 1890.12 18.37, purchased from Mr. Cuming ; and 
No. 1881.10.31.45, collected by Mr. Hoege) : and Rfo Atovae. Veracruz* (No 
1893.1.9.19, collected by H. H. Smith and presented by F. I>. Godman). Boulenger 
(1893 : 213-214) lists Nos. 1 (two specimens), 19. 17, 2i, 22. 34, 45, and the specimen 
from ‘ Honduras ’ under T. .saurita. No. 10 was collected in 1913 and was therefore 
not available to him. 

The scale counts, as well as other features, of this series appear to be within the 
normal range of variation with the possible exception of the ventrals which number 
144 in one male (149 the previous known minimum). 

Thamnophis sauritps proxtmus (Say). 

A single specimen (No. 1891.8.15.98), presented by the Smithsonian Institution, 
is in the collection. Boulenger (1893 : 213) listed this specimen under T. saarita. 
Nine other specimens from Mexico and Central America listed under T. saurita 
by Boulenger are referred to T. sauritus chalceus by us, while thirteen of his specimens 
were not from Mexico. 

This specimen is a male with 19-19-17 scale rows, 19S ventrals. 109 caudals, 
8-8 supra-labials, 10-10 infra-labials, 1-1 pre-oculars, 3-3 post-oculars, 1-2-3 or 
1-3 temporals, 700 mm. in total length, 211mm. in tail length, and a total tail 
length ratio of 0*301. 

Thamnophis scalaris noalaris Cope. 

Two specimens are in the collection : one (No. 1903.9.30.187) between Xomitla 
and La Barbara, Veracruz, col^cted by Hans Gadow, and the other (No. 1881.10. 

* Stated ‘ Guerrero,’ but almost certainly in error. 
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31.41) from ‘ Oaxaca.' collected by Hoege. Specimen -No. 41 is described by Boulenger 
(1893 : 204) as T. .seaIan's. No. 187 was collected in 1903 and therefore was not 
included by Boulenger. The other seven specimens referred by him to T. scalar is 
are here regarded as T. s. scaliger. Specimen No. 41 definitely cannot be referred 
to T. s yodmani , the subspecies to be expected in the Oaxaca area. If indeed the 
locality is correctly stated this (1) would constitute the only record for T. s. scalaris 
known from the isolated southern portion of the plateau, and (2) would require 
re-evaluation of the facts bearing upon the subspecific status of T . s. yodmani . Wo 
strongly doubt the actual occurrence of T. -s. scalar is in the Oaxaca area, however, 
in spite of the Hoege specimen, since the fairly extensive collecting there and in 
Guerrero (which has a strikingly similar fauna in the uplands) has not produced 
other specimens. It. seems much more probable that the specimen, which with out* 
exception does not deviate from previously established limits of variation in T. s. 
scalaris, is from eastern Mexico—perhaps the Veracruz area, where this subspecies is 
commonly found, and where Hoege did secure T. chrysocephalus. Both forms 
occur at Jalapa, where the latter was taken. The one peculiarity of the specimen 
is the very low r ventral count, which at 130 is 3 less than the next lowest recorded m 
the entire species. 

Characteristics of these two specimens, respectively, are as follows : scab' rows, 
17-17-15, 17-19-15 : centrals 148, 130; caudals 00 (J), 70 (,J) ; supra-labials. 
7-7, 7-7: infra-labials 8-9, 9-9; pre-oculars J-l, i-1 ; post-oculars 3-3, 2-3, 
total length 415 mm., 381mm.. tail length 100 mm.. 125 mm. ratio of tail to 
total length 0*241, 0*328. 

Thamnophis scalaris (iojuMANi (Gunther). 

Ten specimens are in the museum, all from Omiltorne, Guerrero. None of these 
was available to Boulenger in 1893. Six (not examined) are cotyjies, now 1940.1.21. 
80-85. One of the original cotype series was sent in 19211 in exchange to the Museum 
of Comparative Zoology (now No. 28400). All the cotypes w^ere collected by H. H. 
Smith and purchased from F. D. Godman. Two (1900.0.1.247-248) were collected 
by Hans Gadow', and tw r o (1894.11.14.1 O' 19) were presented by F. L). Godman. 
This subspecies is very easily confused with T. chrysocephalas and is most easily 
distinguished by the characters mentioned in the discussion of the latter specie*. 

Only the four specimens not cotypes were examined. The variation in their 
characters falls within known limits. 

Thamnophis scalaris scaliger (Jan). 

Eleven specimens art* present, as follows : Mexico Gity, Distrito Federal 
(No. 1808.4.7.10), collected by Doorman ; Lake Xochimileo, Mexico (No. 1903.9.30. 
193), collected by Hans Gadow ; La Oumbre de los Arrastrados, Talpa Mascota, 
Jalisco (Nos. 1892.10.31.20-22, 1892.9.5.39), collected by A. 0. Buller; Golonia 
Brizuela, Hda. el Rosario, Autlan, Jalisco (1892.10.31.23-25), collected by A. C. 
Buller; Tancltaro, Michoacan (No. 1914.1.28.125); and ‘southern Mexico’ (No. 
1893.1.9.4), presented by F. D. Godman. These provide records of no new localities 
of occurrence, although they extend somewhat the known limits of variation. 
Boulenger (1893 : 203-204) lists Nos. 4 and 10 above under T. scaliger , Nos. 20, 21, 
22, 23, 24, 25 and 39 under T. scalaris , while Nos. 193 and 125 were not available 
to him. 

The British Museum specimens combined with those recorded by Smith and Laufe 
(1945 : 352) require revision of Smith’s table (1942 : 104) to appear as follows :— 

scaliger scalaris godmani 

Posterior scale rows loss than 17.. . . 3% (1 in 31) 08% (25 in 37) 100% (22) 

Maximum scale rows 19.100% (31) 84% (32 in 38) 5% (1 in 22) 

Anterior scale rows 17 .13% (4 in 31) 86% (32 in 37) 100% (22) 

Caudals in males more than 60 .. . . 50% (6 in 12) / 95% (18 in 19) 100% (18) 

Ventrals in males 143 or more . . .. 50% (6 in 12) * 10% (2 in 20) 89% (17 in 19) 

Infra-labials 10 or more on each side . . 32% (10 in 31) 24% (9 in 38) 73% (16 in 22) 
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ThAMKOFHIS srMlCHKASTl FI LM S (BoCOUJt). 

Two specimens (Nos. 18(30.12.1.2s-29), collected by (). Salvin at Duenas, 
Sacatepequcz. Guatemala, are apparently typical of this highland race. In both 
the pattern is extremely obscure, and the mid-dorsal stripe only feebly indicated. 
'There are no belly marks. The clark labial borders arc; very narrow. 

Boulenger (1893 : 200) lists No. 28 under the subspecies T. ordhiatus cquc-s, 
Awhile the other is listed under T. <>. suniichrasti. 

The two specimens, both females, mentioned above vary respecth ely as follows : 
scale rows 10-10-17, 10-10-17 , ventrals I to. 144 , eaudals 02, 01 ; supra-labials, 
8-8, 8—8 , infra-labials 10-10, 10-10 pre-oculars l-l, 1-1 , post-oeulars 3-3, 3-3 ; 
total length 730 mm.. 802 mm. tail length 100 mm.. 173 min. . ratio of Tail to 
total length 0*219 0100. 

ThaMNOIMIIs M MICUKASTI SAl.MM, subsp 11(0 . 

Hnloti/fn Brit. Mus. No. 1800 2 22 3 from Bio (inxoy below the* town of 
-('nbules (M’ubilguitz), Guatemala, eollected by (). Salvin. 

ftmitypt . Brit. Mns No. 1800.12 1.24 from ' (Juatemala,' same collector. 
Boulenger (1803 • 200) lists both of these* specimens under T. ordinahi* tqnes. 

Diagnosis. A member of the ajuis complex distineti\e through combination of 
the following diameters* no daik belly spots labial bars very narrow', anterior 
spots on sides of body (exclusive of nape spots) not fused mid-dorsal stripe; one 
scale row wide. very prominent ventrals few 133 to 132 in female's Mib-caudals 
0! in sole* known specimen with complete tail 

Inscription of holotppt. Female* Supra-labials 0-0. the rear one* abnormally 
subdivided : 4th and 3th labials entering orbit : pre-oculars 11 . post-oculars 3-3 . 
temporals 1 (2)-2 (an abnormal se-ale* split from parietal opposite* the first temporal 
on one side) ; infra-labials 10-10; anterior chin-shields shorten* than j>osterior ; 
latter completely separated from each other. 

Dorsal scales in 10-10 17 rows, the* fourth row dropping on each side at the 
SOth ventral tail incomplete, sub-caudals 70 on portion present (an estimated 
10 missing). Total length 837 mm tail 210 mm. ; ratio of tail to total length0*232. 

Head uniform light oli\c above and on sides, except for narrow dark margins 
on the rear of supra-labials 3 to 7 inclusive ; nuchal spots somewhat diffuse, fused 
medially : mid-dorsal light stripe very prominent, one scale row* wide, not encroach¬ 
ing upon paravertebral row's *. lateral light stripes poorly definc'd, on second and third 
scale rows , two rows of alternating spots on each side between lateral and inid- 
dorsal light stripes ; these spots rather large (covering an area of some four scales), 
hut chiefly evident on the skin between the scales, and rather obscure on those portions 
-of the body from w'hioh the skin has not been shed ; a small black spot on lower edge 
of alternate (usually) spots, often invoh mg extreme lateral edge of ventrals . extreme' 
anterior edge of ventrals black 

Variation The paratype is also a female w ith 10-10-17 scale rows, 133 ventrals. 
01 eaudals, 8-8 supra-labials. 10-10 infra-labials, 1-1 pre-oculars, 3-4 post-oculars, 
1-2 temporals ; total length 033 mm. : tail 200 mm. ; ratio of tail to total length. 
'0*315. Its pattern is almost precisely like that of the holotype. 

Remarks ,—The paratype apparently was taken somewhere on the Atlantic 
slopes of Guatemala, since it was secured on the 1830-1800 trip made by Salvin to 
Duenas, San Gerdnimo, Co ban, and other localities in Alta and Baja Vera Paz. 
He did not reach Pacific slopes on that trip, except perhaps at Duenas, where a 
different, race of T. sumichrasti occurs (T. s. fulvus). Therefore, the association of 
the paratype with the holotype is reasonable for geographical as well as morpho¬ 
logical reasons. 

These specimens are the only ones of the sjiecies recorded from specific areas in 
the Atlantic foothill area of Guatemala. T. s. fulvus , a nearly stripeless form, is 
^restricted to the highlands ; T.\. cerebrosus , with a wider dorsal stripe, few T er sub- 
-caudals and perhaps fewer labials, is from Pacific slopes ; T. s. praeocularis , with 
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prominent head markings, a wide mid-dorsal stripe, fewer caudals, large anterior 
blotches on sides of body, and paired belly spots, is restricted to the YucatAn 
Peninsula and undoubtedly (not yet recorded) occurs in northern Guatemala. But 
no specimens have been recorded definitely, other than the present, from the area 
between the ranges of T. s. praeocularis and T. s. fulvus. A factor contributing to 
the complexity of the situation, however, is the occurrence of T. s. sumichrasti in 
the Atlantic foothills of Chiapas, and in Nicaragua—all presumably the same. 
There is even a ‘ Guatemala * record (U.S. Nat. Mus.). The only place for this race 
to occur in Guatemala, if it actually does so, is somewhere in the area between the 
Yucatan Peninsula and the highlands of the plateau—the area from which the 
present specimens were taken. These cannot be considered intermediate between 
T. s. sumichrasti and any of the other striped races. Accordingly, either both 
forms (T. s. sumichrasti and T. s. salvini) occur in the area prescribed, or a hiatus in 
that area occurs in the range of the former race. Only further material will elucidate 
the problem. 

T. s. salvini bears the closest resemblance to T. e. eques of all the Central American 
(i.e. exclusive of Mexico) races. It differs from all others of its species in caudal 
count, and from T. eques in lack of belly spots and in reduction of the labial bars. 
The speculation that it is the Central American counterpart of T. eques . from which 
the other races of T. sumichrasti evolved, is tempting. On the other hand, it may 
simply be a parallel development rather than the remnant of an ancestral stock 
once united with T. eques. 

Specific Allocation. —The correct specific arrangement of the several races assigned 
by Smith (1942) to the species T. eques and T. sumichrasti is not yet determined. 
Obviously more material, especially from Veracruz, is needed before this can be done. 
Bogert and Oliver (1945) present arguments (not all of which appear valid to us) 
in support of the combination of all in a single species, T . eques . With no new facts 
to present, we can see little merit in further discussion of the problem, which obviously 
needs further new work. New considerations should not, however, overlook 
(1) the apparent existence of separate centres of dispersal in Guatemala (T. sumi¬ 
chrasti) and Mexico (T. eques), nor (2) the apparent divergence (not convergence) 
of geographically adjacent terminal races of each group. 
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The Interorhital Septum in Mammals. By R. Wheeler Haines, I). Sc* , Department 
°f Anatomy, Faculty of Medicine, Abbassia. Cairo. 

(With 40 figures in the text.) 

INTR< >1)IT(!TI(>N 

In most living reptiles a thin sheet of cartilage, which may be calcified, stearates 
the orbits from each other, and in birds a sheet of bone occupies the same position 
and is a conspicuous feature of the skull (Bellairs, 1949). In mammals (Gaupp, 1900) 
recognized the region of the central stem of the chondrocranium that lay between 
the nasal capsules anteriorly and the pituitary region posteriorly as the morphological 
equivalent of the reptilian interorbital septum, but he did not realize that typical 
well-developed septa could be found in mammals. Fischer (1903), however, found 
such a structure in a late embryo of an Old-World monkey, Sew nopi ih ecu* , and figured 
his discovery side by side with a figure of the lizard Lacertai'r om Gnupp’s monograph 
to demonstrate the morphological identity of the septa. 

Voit (1909) found the septum in the late embryo of the rabbit, and other workers 
have described it in a number of different animals, de Beer and Woodger (1930) 
studied its early development in the rabbit, and reviewed the work of previous 
authors. They classified this material according to the strong, feeble or non¬ 
development of the septum, and concluded (p. 403) that the only mammals in which 
it was well developed w'ore the primates and rodents, and this conclusion is repeated 
in de Beers hook on the skull (1937) In the present paper the distribution of the 
septum will he reconsidered, and it will he suggested that as regards this feature 
the ungulates have as good a claim as the rodents to be* classed with the primates. 

The significant gaps in our knowledge relate, however, not to the chondrocranium 
of the embryo but to the skull of the adult The monographs which deal in detail 
with particular types hardly mention the matter, and Muller (1925). who wrote 
on the orbito-temporal region of the adult skull, knew the typical septum only in 
primates and rodents. The well-developed septa of the smaller deer and antelopes 
and of some carnivores seem to have escaped the notice of morphologists altogether, 
those of the eared seals have been misunderstood, and illustrations designed to show 
the structure of the septa are not available any'where in the literature. 

The purpose of the present paper is to describe and illustrate the position and 
structure of the adult septum in all groups of mammals known to possess one, to 
compare its adult form with that in (he chondrocranium where the latter has been 
studied, and to consider its morphological and phylogenetic significance*. 

LaouMOKPH 4 AND RODENTS. 

The rabbit, OryctoUtyus runiculux , has a small hut typical interorhital septum, 
and since it is a readily available form whose structure and development have been 
exhaustively studied, this animal may be chosen to illustrate the subject. A side 
view of the skull (fig. 1) shows the orbit bounded above bv the frontal, anteriorly 
by the lachrymal and maxilla, below by the zygomatic (fused with the maxilla), 
and the zygomatic process of the squamosal, while posteriorly the orbit is confluent 
with the temporal fossa. The bones mentioned build the interior walls of the orbit 
with the help of the palatine and alisphenoid below, and in the deepest part of the 
orbit there is a wide exposure of the presphenoid, with the basisphenoid just visible. 
(The term ‘ presphenoid ' is used to denote the bone in the adult skull, separate in 
most mammals, which is usually ossified from presphenoid and orbitosphenoid 
centres. It corresponds to the ‘presphenoid part * of the sphenoid bone of man.) 

* This paper forms the second part of an investigation ot the interorhital septum in amniote 
vertebrates originally begun in collaboration with Dr. A. d’A. Bellairs of the l>opt. of Anatomy. 
London Hospital Medical College. Owing to the departure of the present writer to Kgypt, it 
has not been possible to continue tin* collaboration and the Sauropsida and Mammalia have l>ee«i 
dealt with scjiarately. Conditions in Sauropsida have been described b\ HeWairs (1949). 
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The optic foramen lies in the presphenoid, leading from the cranial cavity to the 
orbit. Anteriorly the right and left foramina have a common boundary, a relatively 
thin edge of bone, the posterior margin of the interorbital septum. This septum 
can be demonstrated \ery clearly by illuminating one orbit so that the light shines 
through the thin septum and can he seen from the other. In the rabbit the septum 
is not very extensive and is entirely confined to the presphenoid bone 

An isolated presphenoid from a young animal (fig. 2) shows the two lesser wings 
posteriorly , the optic foramina meeting at the interorbital septum centrally, and the 
anterior extensions which help to build the wall which separates the orbit from the 
nasal cavity between these extension?, the presphenoid passes a short distance 
into the nasal septum 



Km 1. Orycfoluifus cuntt ulus. <lr\ »kulJ. 

Km. 2. Otyriolfujus ciintrutu*. presphenoitl bone. 

Km. A. Onfctofai/u* nnucuhi*. dncalcifast bead, horizontal wdion. 

Km. 4. Oiyctolrt(/n.s chu/chIha, denazified head, coronal section. 

A decalcified head dissected from above down to the level of the optic chiasma 
shows the main relationships of the presphenoid very clearly (fig. 3). The lesser 
wings separate the cranial cavity from the orbit. The portion of the cranial cavity 
between the optic foramina is entirely occupied by the optic chiasma and the 
terminations of the optic nerves, which here lie side by side. Followed forwards the 
nerves suddenly' diverge, passing through the optic foramina on either side of the 
interorbital septum. The septum continues forwards to meet the anterior expanded 
part of the bone which separates the nasal capsule from the orbit, and thus separates 
the optic chiasma behind from the nasal cavity in front. 

A corona] (transverse) section (fig. 4) from another decalcified head shows the 
septum between the orbits as a bony sheet. Below it is rounded, and the two 
palatines which support the sides of the nasopharyngeal duct articulate with it. 
Above, it carries two small wings, poorly developed here, which support the brain and 
articulate with the frontals. 
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revert to the dry skull (fig. 1), the outlines of the cerebral and nasal cavities 
may be marked in on the surface of the bones (This is accomplished by shining a 
light into each cavity in turn, and marking the areas of translucency on the surface, 
checking the result on broken skulls) It can then be seen that the interorbital septum 
is a bom partition between tin* orbits, bounded above bv the cranial cavity, behind 
by the part of that ca\it\ that lodged the chiasnia. anteriorly 1>\ the nasal cavity 
with its ethinoturhmal apparatus and below In the naxo-pharyngeal canal. These 
relationships will he found to hold generally throughout tin* Mammalia, but where 
the chmsma hex just posterior to the nasal cavity, or the cranial cavity just above the 
respiratory passage no septum i-» developed 



Fju. r». Onu'toltHjUi* cinm ttht*, skull base 

Kin. t>. Sciurus carolicns decalcified lictul, horizontal section. 

Fin. 7.- St'iiiritM caiolienm*, skull base. 

Fjn. 8. Xvnts sftvsv.s (('"ainb. F. JoHU), dry skull. 

The floor of the cranial cavity viewed from above (fig. 5) shows the septum as a 
I'elatively narrow ridge of bone between the optic foramina. A glance at a skull 
base, or even inspection through the foramen magnum, is usually sufficient to deter¬ 
mine the presence of a septum in any animal, for if the optic nerves split round a 
narrow edge of bone that edge belongs to a septum, whereas if. as is more usual, the 
foramina are far apart, no septum can be present. 

Such a condition is illustrated among rodents by the squirrel (*S Ictttntfl for here 
the chiasma is X shaped, and the tw r o optic foramina are separated by a wide interva 
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(figs, 6 and 7). There is no tragi' of an interorbital septum, uud the two foramina 
cannot be said to have a common anterior boundary. The ehiasma is set directly 
against the bony covering of the nasal cavity, and a hole cut in the cranial floor 
between the optic foramina leads to the recess of that cavity, which contains the 
fourth othmoturbinal. These two animals, the rabbit and the squirrel, exemplify 
the two common mammalian conditions in this region. 

In other rodents the septum is usually absent, but in Xenia aetosux, a relative of 
the squirrel, there is a septum which involves not only the presphenoid but also 
the frontal, so that the suture Ik 1 tween the two bones crosses the septum (fig. 8). 
[n Xerus erythropu * (Camh. E. 1.728) the septum is similar, but does not involve the 
frontal. In Rhinosciuru #, which like Xenia has a long narrow skull, there is a good 
septum. but in most Seiundae the skull is short and there is no septum. 



Kkj. !). pyyuHUu* (Zool. Ko<\), <!<«<•«, I< luml, <*oroiml suction. 

Km;, in. ('eithulophoiuti cot rulrwi (Camh. H. 21021), dry skull. 

Km:. II.- ThhjuIu# xfautcyanut* (Camh. H. 14971). tin skull. 

Km;. 12. //oyxvrftv (ft fMcn,s (Loinion Hospital Medical ('ollege), skull. 

Among the AI uridae the musquash (Ondatra zibetkeca) has a septum w r hich may 
be perforated in the dry skull (Camb. E. 2810), or may be solid (Thos. 94), but other 
genera (Mm, Neotoma , Arricola. Hydromys , etc.) have none, neither are septa known 
in other groups of rodents. 


Ululates. 

Septa have not previously been recorded in adult ungulates, but several of the 
smaller species possess them. The royal antelope, Neotragus pygmaeus , the smallest 
ungulate known, has an extensive presphenoidal septum, better developed than 
n any other animal outside the primates (fig. 9). * The eyes and orbits are, as in 
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most ungulates, large, and the size of the septum is associated with the requirements 
of packing such large objects into a small skull. Similar septa are found in the related 
dik diks, Modoqua saltiana (Cainb. H. 22,242). and M. phillipsi (H. 22,281). 

The blue buck. Cephalaphorus cuer ulcus (fig. 10), has a septum occupying the 
whole height of the presphenoid between the frontal and palatine articulations, 
and it is similar in C. nigt r ((jamb. A. 47 L) and (\ harveyi (H. 21,381). The common 
duiker, C. grim mi (H. 21,790), is larger than the other members of the genus, and 
here the presphenoid is reduced in height and ihe septum small. 

In the chevrotains (Tmgulu. s) there is a septum which is usually perforated by a 
jagged fenestra in the drv skull (lig. 11). but presumably this is filled in by membrane 
in the living animal. The perforation is inconstant, for in a skull of T . jaranicus 
((jamb. H. 15,018) there is no fenestra in the well developed septum In the related 
musk deer, Moschus tnaschi ferns ((jamb. H. 15,312). there is no septum, though the 
optic foramina are still near together, so that this form provides a transition to the 
usual septum-less condition of the larger deer and antelopes and of other groups 
of ungulates. 


( 'AItN1VOKKS AND SKALn 

hi adult carnivore^ again the interorbital septum has not previously been recorded, 
but it is found as a distinct thin bony sheet in several Mongotidae and Viverridae. 
In iff rpesfes it is best developed in the smaller, long beaded forms (lig. 12), whereas 
it is poorly developed in the large, stoutly built forms sueli as //. brachyuno s* (B.M. 21. 
10.2.2i. It is found m most mdi\ iduals of II<lagaU . such as II . cictarina (13.10.1 S.46) 
and II rufulu (10.1.15.7). but may be absent in the latter species (Hi. 1.15.9). A 
broken skull of ('yntefis p<nicilhita (tig. 13) m the British Museum shows the relation¬ 
ships to tin 1 optic foramina, the cranial cavitv. the posterior extension of the nasal 
cavity, and the uaso-pharvngeal passage The septum occurs in other species of 
Cynictts and in Suricnta (2.9.1.20). and there is some indication of its presence in 
Atihx (193S.5.20.2), Fuplcrrs (1539 a), Rhynchogab (9.11.25.1) and Dologah (9.5.12.3), 
but it was not seen in Mangos, Bdi aguh. ( 'rassarcfius. Jchnc utma etc. Among 
Viverridae it Mas seen in Y iccrncula (13.1.0.2), Prionodan (13.7 11.2), Faina (1084 a) 
and adult and young (Inietia (S.0.14 7) and (4 4 9 34), but not in Fossa, CryptoprocUi, 
Paradox urns, CynogaU etc 

In seals IMidler (1925) stated quite correctly that septa may be found in the 
adult, but she believed these septa to be made of the palatine bones, and so to be 
peculiar secondary specializations. The septa are found in the Otariidea, in several 
species of Otaria (tig. 14). though poorly developed in (). jnbafet. a very large species 
(Oamb. 907 N), in A retort phalm s hookeri ((jamb. 904 A), and in Zalophus cal if arnicas 
(Camb. 905 A, B). They an* in fact of the typical presphenoid type already 
described in rodents and* carnivores. The palatine bones as usual guard the naso¬ 
pharyngeal passage, and articulate with the presphenoid, but take no part in the 
formation of the septum itself. Septa are not found in typical seals ( Phoca , Lobodon , 
CyMophora) or in the walrus ( Tricluchus ). In these animals the space between 
the orbits is occupied, not as in typical rodents and carnivores, by the posterior 
extensions of the nasal cavities, but by the nasopharyngeal duet which lies just 
ventra.1 to the cranial cavity. 


Primates. 

The interorbital septum has not been found in the adult tupaiids or lemurs, but 
is well developed in most typical primates, including Tarsius and New and Old World 
monkeys, though it is lost in the anthropoid apes and man. In Tarsius the orbits 
are enormous, and in some individuals oven encroach on the roots of the molar teeth, 
which appear as truncated stumps exposed in the orbital floor, cut off flush with the 
bone (figs. 15 and 16). This feature has been seen also in some individuals of 
Herpestes. The interorbital septum in Tarsius is, as would be expected, very large. 
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When the skull is held up to the light frontal and presphenoidal fenestrae. of about 
equal size, light up, while between the illuminated areas a more opaque band follows* 
the front o - pros phe no i (l suture. 

A skull broken along the horizontal plane shows the septum in section as a thin 
sheet of compact bone separating the orbits (fig. J b). The septum passes from the 
eranio-nasal passage anteriorly to a slightly thickened posterior margin, which 
contains some cancellous bone and serves as the common anterior boundary to the 
two optic foramina This septum is the largest known, relatively to the size of the 
skull, in any animal Woodard’s (1925) monograph agrees well with the above as 
far as the individual bones are concerned but there are no detailed descriptions or 
figures of the region showing the sutures. 



K i <.. 15. —('ymetifi petucillata (B M. 2.~>. I .'J.- >5). broken '■skull. 
Kkj. It. -Otaria cine tea (Camb. 911), dry skull. 

Fie. 15. Tartsiw* spectrum (B.M. 90.7.25.J), dry skull. 

Kin. 10. -Tnrsius spectrum (B.M. 40.1.29.2), broken ^kull. 


The common marmoset, Callithrix jacchus , shows some variability in the 
•constitution of the septum. The posterior part is formed of the presphenoid, and 
the septum may have only a small extension onto the frontals (fig. 17), or the frontal 
may take a more important part (fig. 18), or finally a small additional portion may t>e 
formed of the ethmoid ((Jamb. E. 7901 E). Beattie (1927) described the pre- 
sphenoidal part of the septum accurately (p. fill), but his fig. 11, of a parasagittal 
section of the skull, shows a large area which must be an interorbital septum, with a 
vertical suture crossing it. If the suture is correctly drawn the anterior bone must 
be the frontal, not the ethmoid as it is labelled in Beattie’s figure, for the ethmoid 
is not found in the antero-superior part of the septum in this or any other mammal. 
His beautiful drawing (his fig. 9) of the skull base«shows the optic foramina very 
close together, as in the rabbit. 
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Other members of the genus Calhthrix and other genera of marmosets agree wjth 
the common form. A section of the skull of Mtfsfa.v (fig. 1 9) show s a M'ptum composed 
of presphenoid, frontal and ethmoid in that order of importance and the septum 
is seen to have its usual mammalian relationships to the cranial cavit\, respirators 
apparatus and optic* foramina. But since, as in most primates, ethmo-t-ui binals 111 
and TV have been lost, it is 11 that, lies nearest the margin of the septum 

The squirrel monkeys, Nairnm (('hryMothrur) have the septum replaced by a 
large foramen leading directly, in the dry skull, from one orbit to the other (tig. 20). 
The* foramen, filled in life h\ a membrane, is hounded f>\ rounded borders of the 





Km. IT. ('uUitfnu fmrhus (H.M. .’{.10.1.1.). dr\ skull 

Km. IN.- Call it hr ix jnechw* (Camb. K. 71)011)). di-saii irulat-rd skull 

Kl<;. ill. \t ytitax rnfiventti (B.M. 3.4..7.3), stM*l tout'd .skull 

Km. 20. - Saimit * srhntn (H^M. 23.8.10..’>), dt\ skull. 

frontal above and the presphenoid and ethmoid below It is mentioned by Elliott 
(1914) as a generic peculiarity, and noted indejienclently b\ Muller (1925), but does 
not seem to have been figured hitherto. No other mammal has a foramen of this 
«ize, but a morphological prototype may he found in (Urcopltheeus mono (fig. 31). 

Septa are not developed in all New World monkeys. In AJouatta (Mycetes) 
Fischer (1903) noted the absence of a septum, and the optic foramina are widely 
spaced and separated by a chiasmatic sulcus (tig. 21). Now , in Sciurus , taken as a 
typical mammal without a septum, it was found that the optic nerves diverged round 
the posterior extensions of the nasal capsules, which enclosed the ethmo-turbinals 
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IV (fig. 6). But in primates these turbinals and the spaces that contained them? 
have been lost, so that the relationships of the chiasma must be different. 

The fine skull of Alouatta from Cambridge (fig. 22) shows that the space in the 
presphenoid was taken up by an accessory air sinus. This sinus was known to 
Zuckerkandl (1887, p. 60), who considered it, from its position, as a sphenoidal 
sinus comparable to that of man. He noticed, however, that it could be followed 
anteriorly into the ethmoidal region, and suggested that it had become secondarily 
confluent with ethmoidal cells. True ethmoidal cells are now known, however, to 
be confined among living primates to the African anthropoid apes and man (Cave 
and Haines. 1640). and apart from pathological conditions involving breakdown 



KiG. 21. -- Alouatta sp. (('anil). E. 7600 C), skull bust-. 

Eig. 22.—Alouatta sp. (Caml>. E. 7600 C), sectioned skull. Arrows in maxillary sinus. 

Fig. 23.— BrachytcU’x hypoxanthux (11.M. 1)2.12.9.7), sectioned skull. Arrow m sphenoidal sinus. 
Fig. 24.— Cebu* sp. (Oarnb. E. 7670 D), dry skull. 

of the sinus walls the air spaces do not communicate with each other. Further, 
the space in question has no opening into the back of the nasal cavity, so that it 
cannot be a sphenoidal sinus. 

In fact the space in the sphenoid opens into the side wall of the nasal cavity, 
in the middle meatus, so that it turns out to be, at least in this individual, a sphenoidal 
recess of the maxillary sinus, which besides occupying its ordinary position has this 
posterior extension. A precisely similar condition is found in the orang (Cave and 
Haines, 1940). 

A true sphenoidal sinus does occur in Brachyteles (fig. 23). Here again there is 
no interorbital septum, and as in Alouatta the optic^foramina are set wide apart, but 
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the body of the presphenoid is occupied, apart from cancellous tissue, by a sphenoidal 
sinus whose narrow opening leads directly into the nasal cavity behind the cribriform 
plate. Cavities such as this must be evolved independently from those in the African 
anthropoids and man, since their occurrence is sporadic in the New World monkeys 
and they are not found in the Old World types, yet morphologically they are 
indistinguishable from those of man. 

The capuchin monkeys, Cebus , are variable in structure. In Seydel’s (1891) 
C. hypoleucus a pair of well developed sinuses occupied the interorbital region, and 
Paulli (1900) has given an exact description of sphenoidal sinuses similar to that 
shown in fig. 23. A C. macrocephalus (B.M. 1022 a) confirms these descriptions 
for the bone is broken away on one side exposing a typical sphenoidal sinus opening 



Ficj. 2.*».— Mante h x sp. (Tlios.). dry skull. 

Fie. 2<>.— Macacux sp. (Tlios.). section of skull 

Fin. 27 .-- -MacacttJi r//<decalcified head, horizontal section. 

Fin. 28. -A fac teas the- sm.s\ decalcified head, coronal section. 

directly into the nasal cavity. But Fischer (1903, p. 401) found septa in adult 
specimens of Cebus, and fig. 24 shows a Cebus in which there is no sphenoidal sinus, 
while a typical, though small, septum is developed in the presphenoid. 

The presence or absence of the septum is not associated with any particular species. 
Among the skulls in the British Museum the septum may bo present or absent in 
C. albifrons (50.11.22.23 and 3.9.1.5), in C. pallidus (44.8.24.7 and 40.S.24.8), and 
C . hypoleucus (3.3.1.1 3 and 2.3.5.14), and it may be well developed in C. fatuellus 
(90.2.22.3), a species in which Henckel (1928) failed to find it in the embryo. This 
last record, though based on a siifgle observation, has found its way into the literature 
as typical of the genus. 
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In other genera examined, including Ateles, Nyctipithecus y Aotus, Pithecia , etc. 
the septum was always present. 

Macacos is the best known genus of the catarrhines, and shows a typical inter- 
orbital septum, formed of the presphenoid and the frontal bones, with the frontal 
component relatively large (figs. 25 and 26). A section of a decalcified head in the 
plane of the chiasma (fig. 27) shows the septum formed of the single presphenoid 
posteriorly, and the paired orbital plates of the frontals anteriorly, both containing 
some cancellous tissue, but this is not too thick for translucency in the dry skull. 
The relationships of the septum to the optic foramina and the chiasma are just as in 
the rabbit (cp. fig. 3), for in both animals the septum forms the common anterior 
margin of the two optic foramina. Anteriorly the relationships are rather different, 
for owing to the reduction of the nasal cavities and the flexion of the basicranial 
axis only the extreme upper parts of the cavities, empty of turbinals, appear in the 
section. 



Fig. 29 .—Macacns sp. (Thos.), skull base. 

Fig. 30. —Papio sp. (Thos.), dry skull. 

Fig. 31. —Cercopithecus mona (Zool. Soc.), dry skull. 


A coronal section through another head (fig. 28) shows the frontal part of the 
septum between the cranial cavity above and the nasal cavities below. In Macacos, 
as in most monkeys, the extent of the nasal cavities corresponds closely to that of 
the ethmoid bone, which is ossified in the cartilaginous nasal capsules, so that the 
lower margin of the septum follows the fronto-ethmoid suture. This is, however, 
not constant, for both in New World and in Old World forms (figs. 19 and 31) the 
ethmoid may enter the septum, though the frontal never encroaches on the nasal 
cavities in these groups. 

The skull base (fig. 29) shows the narrow in ter orbital septum between the optic 
foramina as in the rabbit (cp. fig. 5). With the reduction of the olfactory apparatus 
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the cribriform plate has been reduced to a simple cranio-nasal passage, occupying 
a small field between the orbital plates of the frontal which are expanded to support 
the frontal lobes of the brain. The territory between the optic foramina and the 
•cranio-nasal passages is formed by the bones that contribute to the septum, the 
presphenoid and the conjoined frentals. 

Other Old World monkeys agree with Macacus. Papio (fig. 30), for instance, 
-shows the septum with its characteristically large frontal component. Most species 
of Cercopithecus have the same type of septum, but in C. mona (fig. 31) the ethmoid 
takes part in the large septum, and between the frontal and ethmoid there is usually 
a foramen connecting the two orbits, resembling that already described in Saimirl 
((foramen absent in B.M. 30.11.11.00). The foramen has not been found in other 
■species of the genus with the exception of (\ grai/i (B.M. 0.2.5.4), nor in other genera 
of Old World monkeys. The skull base of C. aeihiops . figured by Wood Jones (1929) 
•resembles that of Macacvs, but the interfrontal articulation is more elongated. 
The septum itself may occasionally be absent as an individual variation, for Fischer 
(1903) found it so in a Macacus, and it is also absent in X a sal is larvatux (Camb. E. 
7S21 A and (’). Unfortunately no cut or broken skull of this species has come to 
hand, so it has been impossible to discover whether an accessory air sinus has inflated 
the presphenoid. 

There an* no interorbital septa m the anthropoid apes, for the sphenoidal body 
is always occupied by an air sinus. This sinus, just as in the New World monkeys, 
may be of two kinds, a true sphenoidal sinus as in the gibbons, chimpanzee and 
gorilla, or an extension of the maxillarv sinus as in the orang (('ave and Haines, 1940). 
In man the sinus is usually the sphenoidal, but occasionally a posterior ethmoidal 
•cell may invade the- sphenoid and take its place to a greater or lesser degree. 




Fin. 32. - -Mm'roptoi ynjautnut (Bulgakovs ), < 11 v skull. 

Fin. 31k ~-Mncro])Uf< yiganteus (Bulgakow), skull base. 

Groups where Interorbital Septum is Absent in the Adult. 

The interorbital septum has not been found in the adult in monotremes, marsu¬ 
pials, edentates, insectivores, bats, Galcopithecus, tupaioids or lemurs. In Macro pas, 
for example (fig. 32), the * posterior root' of the lesser wing of the sphenoid is not 
developed, so that the optic foramen and superior orbital Assure are confluent. 
But the anterior boundary of the common opening is formed as usual, below by the 
presphenoid, which is broad from side to side but shallow vertically, and anteriorly 
and above by its lesser wing. As the optic nerve emerges (the course is marked in 
fig. 32 by an arrow) it is separated from the posterior recess of the nasal cavity, 
which contains the last ethmo-turbinal, by the orbital surface of the frontal bone, 
and from the capacious naso-pharyngeal duct by the orbital plate of the palatine. 
The skull base (fig. 33) shows the wide presphenoid articulating behind with the 
basi-sphenoid and joined anteriorly to the ethmoid. The lesser wings form between 
them a prominent shelf which overhangs the deep chiasmatic sulcus (between the 
markers * P.S.’ and 4 O.SJ). 
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Interorbital Septum in the Chondrocranium. 

In contrast to the septum of adult animals, that of embryos has been discussed 
exhaustively by a number of authors, particularly Matthes (1922), de Beer and 
Woodger (1930) and de Beer (1937). In the present survey there will be no need to 
repeat this work, and precise references will only be given where there is some special 
reason for doing so. 

In all mammals the anterior end of the central stem of the chondrocranium is 
laterally compressed so as to form the nasal septum. In some embryos the compres¬ 
sion stops at the level of the posterior cupulae of the nasal capsules, in which case 
there is no interorbital septum (figs. 34 A and C, and 36 A), but in other embryos 
the compression is continued posteriorly into the orbital region, and in this case an 
interorbital septum is said to be present (figs. 34 B and F, and 36 B). This definition 



Fig. 34.—Chondroerama of mammals, 

A. Dasyuriift (Broom, 19011). 

B. D i del jilt ys (Tooplitz, 1920). 

C. So rex (de Beer, 1937). 
i). Halicore (Matthes, 1921). 


transverse sections through orbital region. 

III. Mcyaptera (Honigman, 1917). 
F. Oryetolayus (Volt, 1909). 

(». Equiw (Limberger, 1920). 

H. Sutt (Mead, 1909). 


agrees with that of Matthes (1922, p. 159), who understood by a typical septum 
‘ cine senkrecht gestellte, mehr hohe als breite, unpaare Knorpelplatte, die als freies 
Schaltstiick zwischen hinterer Nasenkapsel und Pars chiasmatica der Orbitotemporal 
region (eharacterisiert durch Ansatz des Orbitalfliigels) steht The emphasis on 
lateral compression is important, for writers on the region have not always followed 
the same procedure in their descriptions, and this has led to difficulties in under¬ 
standing their work. 

Septa are more frequent in embryos than in adults. In monotremes they are 
found in Ornithorhynchus, but not in Echidna, and in marsupials in Didelphys (fig. 
34 B) and Perameles (Cords, 1914, p. 49), but not in Caluromys, Dasyurus (fig. 34 A) 
or Trichosurus. They are not found in any typical insectivOres or chrysochlorids 
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(Roux, 1947), of which Er inace m s*, Taljxi, Sorex (fig. 84 C), S uncu-s. Elephant ulus, 
Setifer , Eremitaljxi and Chrysochloris have been described, in the hat JI into pier us 
or in Galeapi thee us. 

Jn edentates Fawcetts (1921) 12mm. Tatusia has a distinct keel on the under 
surface of the central stem opposite the preoptie roots, though the formation has 
disappeared in his 17 mm. embryo, and Weber's (1927) figure of Brady pus has the 
septum labelled, but in neither case are sections gi\en, so that the presence of a 
septum is uncertain. The sirenian IJalicore (Matthes. 1921) has a wide, low keel 
(fig. 34 R), but no definite septum, and it is absent, too, in Manat us (Hirschf elder, 
1930). In the whales, Lagvnorhynchus, Balacnaptera , Phoeaena and Megaptera 
(fig. 34 K), the central stem may be keeled to support the rostrum, but there is 
no true septum, though de Beer and Woodger (1930) give it as * feebly represented \ 



Km. 35.—('bondro<*ninia of lemurs an<l primates, tmisMW' sections through orbital region 


A. Lnmu (llenekel, 1928). 

B. Ptojttlhrcux ( Krets. 1914). 
i\ Tatniu« (Krets, 1914). 

D. CaMthns (Henekel, 1928). 


K. n (Frets, 191 .‘1). 

K. Alonatta (Krets, 11)13). 

(3. SvmnojHthicus (Krets, 1914). 
H. Homo (Krets, 1914). 


In carnivores de Beer and Woodger give the septum as absent in Felis, but 
Terry (1917, p. 318) describes the stem as becoming ‘thickened opposite the optic 
foramina and finally triangular in its most anterior part. Here the two extra¬ 
cranial surfaces incline medially and ventrally to meet in a heel, forming a short 
interorbital septum which passes forward into the septum nasi \ 

In Canis d© Beer and Woodger give the septum as ‘ feebly represented but it is 
as wide as it is high (Olmstead, 1911). Presumably the septum would be found in 
the embryos of Herpestes and,other forms in which it is present m the adult, for 
though the embryonic septum may be lost in the adult, the reverse is unknown. 
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In the seal Poikilophoca de Beer cites the septum as c absent", but Fawcett (1918,. 
p. 417) describes an ‘ interorbital septum ’ which ‘ somewhat triangular in coronaL 
section behind, changes anteriorly to a pear-shaped outline with the large end 
downwards \ Indeed, such septa might be expected in the embryos of typical 
seals, since they are found in the adults of the eared types. 

In rodents septa have been found in all three genera examined, Oryctolagus* 
(fig. 34 F), Xerus and Arvicola (Microtus), though in the last two they are lost in the 
adult. In the ungulates the septum is found in Bos , also quite definitely in Equu& 
(fig. 34 G), though de Beer and Woodger give it as ‘ absent \ The chondrocranium 
of Ovis has not been sectioned, but Decker (1883) figures a definite septum. Mead's 
paper on Bus has often been overlooked, but his description (p. 193) is definite. ‘ The 
basal portion of the regio orbitotemporalis, which lies in front of the sella turcica, 
is higher than wide and so forms a vertical plate, a true interorbital septum. Near 
its anterior end, where it joins the nasal septum, it is 21 times as high as broad 
His figure, too (fig. 34 H in this paper), shows the septum better developed than in 
any embryo known outside the primates. The chondrocrania of the smaller deer 
and antelopes have not been examined, but there can be no doubt that such a form as 
Neotragus would show r a good septum, for the presphenoid is ossified in cartilage, 
and indeed some of the cartilage still persists in the adult at the lower margin of the 
septum (fig. 9). In the hvracoid Procavia , also, a short interorbital septum is present 
in the embryo (Lindahl, 1948). Taking the embryonic and adult structure together, 
the ungulates must be admitted to a place among the groups in which the septum 
may be w r ell developed. 

Among tupaiids the septum is shown distinctly in the embryo Tupaia by Henckel 
(1928), though de Beer and Woodger (1930) give it as ‘ absent 9 ; it has also been 
found in all the embryos of lemurs examined, Lemur (fig. 35 A), Nycticebus and 
Propithecus (fig. 35 B). The septum is large in Tarsius (fig. 35 C) and in the New' 
World monkeys Callithrix (fig. 35 D), Chrysothrix and Ateles (fig. 35 E). It is absent 
in Alouatta (fig. 35 F), for the central stem is wide in preparation for pneumatization. 
It has also been recorded as absent in Cebus (Henckel, 1928), but here, as it is variable 
in the adult, it is probably so in the embryo, und Frets’s (1913) most posterior section 
shows a deep septum persisting in the region of transition between the nasal and 
interorbital regions. In Old World monkeys the septum is found in 31acacus, 
Semnopithecus (fig. 35 G) and Nasalis embryos. In Homo it appears in the embryo 
as a thin sheet in the early stages (fig. 35 H), but later it becomes thickened (Jacobson, 
1928) and finally pneumatized. 

Factors Influencing the Presence of the Septum. 

Taking the mammals as a whole the interorbital septum is more likely to bo 
developed in animals with large eyes rather than small eyes (ungulates and primates- 
versus insectivores and bats), in young animals rather than old (Ornithorhynchm 
and Didelphis embryos versus adults), in small animals rather than large (Cephalo- 
phorus coeruleus and Herpestes griseus versus C. harveyi and II. brachyurus), in 
animals with long narrow skulls rather than short broad skulls (Rhinosciurus and 
Poiana versus Sciurus and Cryptoprocta), in animals with the nasal apparatus poorly 
developed rather than well developed (eared seals and primates versus typical 
carnivores and lemurs), and in animals with simple nasal cavities rather than those 
provided with accessory air sinuses ( Madoqua , Saimiri and Macaeua versus Ovis , 
Alouatta and Homo), 

All these factors influence the width of the orbit relatively to that of the skull 
in the orbital region, and make it more likely that the orbits will become contiguous 
so that they are separated by a thin septum only. The eyes and their accessory 
apparatus do not neoessarily fill the orbit, for much of the space may be occupied 
by fat, but large eyes necessarily imply large orbits to accommodate them. The eyes 
show pronounced disharmony in growth, for they aj*e relatively much larger in the 
embryo and young than in the adult, and even though they usually bulge from the 
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head in the embryo the orbits are relatively larger. In any series of closely-related 
animals, though the eyes will be found to be larger in the larger types, they do not 
increase in size proportionately to the other parts (Ashley Montagu, 1944), so that 
in the smaller members of the series they are disproportionately large. The orbits 
must remain more or less spherical in shape even when the skull as a whole elongates, 
so that when this happens the orbits become relatively larger as the skull narrows 
down. Withdrawal of the nasal apparatus in animals which have become micros- 
matic, whether through marine or through arboreal life, is likely to bring the orbits 
into contiguity. Development of air sinuses in the presphenoid may, on the other 
hand, be secondary to loss of the septum, for they are found only in large animals 
whose orbits have become*, separated. 

Morphology. 

The condition of the interorbital region of the anterior brain-case in non- 
mammalian tetrapods has recently been reviewed by Save-Sodebergh (1947) and 
Bel lairs (1949). In most modern reptiles a well developed cartilaginous interorbital 
septum is present in both the embryonic and adult conditions , in snakes and 
amphisbacnids, however, the septum appears to have been secondarily lost. There 
is some evidence that a cartilaginous or partly ossified septum was present in 
eotyiosaurs. and that this structure became more extensively ossified in the pely- 
cosaurs and therapsids (Bonier and Price, 1940 ; Olson, 1944). These findings 
relate to the adult- anatomy, but it may be assumed that, as in Sphewodon, lizards 
and crocodiles, an unossified septum was also present in the embryos of these extinct 
forms. 

Conditions in the earliest mammals are not known hut the osteology of many 
Paleocene forms has been worked out in some detail (Matthew, 1937), and no 
occurrence of a septum has been reported. This negative evidence, together with the 
fact that the interorbital septum is absent in the adults of the most primitive living 
mammals (monotvemes, marsupials, insectivores) strongly suggests that its presence 
in more advanced forms is secondary. 

The septum of the typical reptilian ehondroeranium is, tike that of mammals, 
continuous anteriorly with the nasal septum, and extends back to form the common 
anterior boundary of the optic foramina. Its upper border is related on either side 
to the planum supraseptale of the orbital cartilage. This cartilage, which is chon- 
drified from an independent centre in the mesenchymatous brain capsule, is at first 
separated from the septum by an unchondrified cleft, but later in development fuses 
with it, and, at least in some forms, contributes tissue to it. Anteriorly the septum 
is separated from the splieno-ethnioidal commissure, by the orbito-nasal fissure. 
Below, since there is no naso-pharyngeal duet, the septum abuts freely against the 
mucous membrane of the mout h. in many forms one or more fenestrae are developed 
in the septum as development proceeds, hut these are secondary deficiencies filled 
in by membrane, which takes the place of the resorbed cartilage (Bellairs, 1949). 
In mammals with septate ehondrocrania (tig. 30 B, 38 D) the general relationships 
are maintained, but there are great changes in proportions. The planum supra¬ 
septale forms the ala orbitalis, and is still attached to the nasal capsule by a spheno¬ 
ethmoidal commissure. But the capsule itself is greatly expanded to include the 
new ethmo-turbinal apparatus of the nasal cavities. The orbital region of the 
ehondroeranium, with its septum, is shortened, so that the optic* foramina and orbito¬ 
nasal fissure come near together, narrowing down the originally extensive attachment 
of the supra-septal cartilage to the septum in reptiles to give the relatively narrow 
c pre-optic root ’ of mammals. 

Fischer (1901) and others have suggested that the lateral walls of the nasal 
capsules migrated backwards in mammals so as to include a part of the original 
interorbital septum within the nasal cavity, leaving less for the interorbital part, 
and there is some evidence for this view, as the interorbital region of the central 
stem is reduced in the older, as compared to the younger, ehondroeranium of Talpa. 
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But since the lateral wall is attached to the septum behind the cranio-nasal passage 
for the olfactory nerve, so that the lateral and medial walls would naturally expand 
together, and since the backward extension of the orbito-nasal fissure suggests 
compression of the region behind it, it seems more reasonable to postulate a simple 
expansion of the nose including its septum and a reduction of the orbital region 
as major changes in mammalian evolution Either view is compatible with the direct 
derivation of the mammalian from the reptilian septum. 

de Beer and Woodger (1930) found that m the rabbit the septum develops from 
an unpaired trabecular ehondrifieation which appears at the 10 mm. stage (my tig. 37). 
This cartilage expands to form a vertical sheet at 10-5 min . and by 19 mm. has formed 
a well developed septum continuous throughout the nasal and anterior orbital 
regions. The anterior part of this sheet, that included between the nasal capsules, 
forms the nasal septum, the more posterior part the interorbital septum. The 
alae orbitales develop quite independently of the central stem, and are still, at 19 mm., 
remote from the interorbital septum, so that the optic foramina and orbito-nasal 
fissures are not yet separated off from each other. But at 19.5 mm. a bar of cartilage, 



Fig. 86. —Anterior parts of chondrominia of mammals, without and with soptuin. 


the pre-optic root, joins each ala to the postero-superior comer of the septum. 
Since by this stage the ala has also become joined to the nasal capsule by the spheno¬ 
ethmoidal commissure and to the central stem behind the optic nerve by the post¬ 
optic root, the orbito-nasal fissure and the optic foramen are now complete. 

In the rabbit, then, the only animal in which the development of the septum 
has been worked out, it is a direct derivative of the trabecular part of the stem. 
In the typical reptiles the trabeculae are separate in the precartilaginous stage, a 
primitive condition no longer found in the rabbit, but the main body of the septum 
is developed from the fused trabeculae just as in th^ rabbit (Bellairs, 1949). 
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Hselier (1903), on finding septa in primate embryos, suggested that the primates 
had loft the primitive mammalian stock at an early stage of their evolution, when 
that stock still had septate ohondroorania, while the other mammalian groups had 
progressed to complete obliteration of the septum He did not, at that early date, 
realize how widespread septa are in mammalian embryos, and other authors heave 
not eared to commit themsehes on the question of the primitive state. But taking 
the evidence of distribution together with that of the close similarity in both the 
structure and development of the reptilian and mammalian septa, it seems likely 
that the presence of some remains of the septum m the embryo is a primitive 
mammalian feature rather than that it has been entirely lost and then regained in 
a number of mammalian groups. In animals such as Echidna, most marsupials, 
edentates, and insectlvores where there is no septum, a series of features, more or 
less pronounced in any particular instance, is usually found together (fig 30 A). 



Fig. \\1. Development of rhomlroemnium of nihhit v tlr Booi ami Woodger, 19*10 , Yoit, 1909). 


The nasal capsules are large, the- orhito-nasal fissure reduced to a narrow cleft or 
partially obliterated, the central stem wide, the ala orbitalis narrow antero- 
posteriorly, and the pro- and post-optic roots thin, absent or joined together before 
they are attached by a common root, so that the optic nerve pierces the ala instead 
of passing between it and the central stem. All these trends are away from reptilian 
conditions, so there is no difficulty in considering them as secondary, and the animals 
in which they are developed as specialized in these respects. 

Fischer's (1901) diagram (my fig. 38 A), comparing a lizard and a mole, shows 
very clearly the expansion of the nasal capsule and brain and the reduction of the 
orbital region of the central stem between them, with the displacement of the eye 
on to the side of the nasal capsule, but the mole, with its small, laterally placed eyes, 
is not a typical mammal. Muller's (1935) diagram (my fig. 38 B) shows the orbits 
forced apart in the mammal, but suggests little of the anatomical structures involved. 
The attempt to summarize my conception of the region (fig. 38 C, I)) includes the 
chiasma and optic foramina as relevant details and shows the septum as disappearing 
rather than as being split open or included in the nasal cavity. 
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As regards the persistence of the septum in the adult, Voit (1909) and others have 
already suggested that its presence in the rabbit is correlated with the large size 
of the eyes, and the sporadic occurrence of the septum in other rodents and carnivores 
can usually be associated with the delicate visual control of leaping, hunting and other 
activities. The smaller living ungulates live in the thick undergrowth of forests, 
and are crepuscular in habit. Their eyes are very large and provided with tapeta, 
which increase sensitivity at low illuminations at the expense of acuity, and such 
eyes can only be accommodated in small skulls by bringing the orbits together and 
so forming an interorbital septum. Since it is reasonable to believe that the ancestral 
ungulates were small, forest-living animals, it seems probable, that the septa are 



Fin. 38.—Diagrams of chondrocrania. A: Fischor (1901), reptile and mole. B: Muller (1935), 
reptile and mammal. C, D : Present author, mammal with (I>) and without (C) septum. 


primitive features of the group. In the larger types the growth of the skull as a 
whole has separated the orbits, so that though the septa may be well developed in 
the embryo they are lost in the adult. Further, in late embryonic life, extra ethmo- 
turbinals beyond the ordinary mammalian quota and a complicated system of air 
sinuses are added to the nasal apparatus (cp. Vogler, 1926, 28 cm. pig embryo, and 
Zuckerkandl, 1887, adult pig), and these come to occupy the space between the 
orbits. 

In primates all authors are agreed that the septum is a primitive feature. The 
separation of the orbits in some of the larger forms probably depends partly on the 
growth of the skull as a whole, and partly on the expansion of the brain. 
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Floor of the Skull. 

The ethmoid, presphenoid and frontal bones all help to build up the floor of the 
brain case in the orbital region, but their exact arrangement is variable. The 
ethmoid may articulate with the presphenoid on the surface of the floor, e.g. in 
Hemiechimis (fig. 39) or the frontals may pass behind the ethmoid so as to articulate 
with each other, cutting off the ethmoid from the presphenoid, e.g. in Oryctolagits 
(fig. 5). 

Wood Jones (1929) suggested that the ethmoid-presphenoid contact was typical 
of mammals in general (e.g. marsupials), whereas the frontal extensions were 
characteristic of monkeys and anthropoid apes (‘ with the* single variable exception of 
the orang’), as opposed to man who had retained the primitive contact. Ho. he 
argued, mail was free from this simian specialization, and could not have been derived 
from a simian type of ancestor. Ashley Montagu (1930) has criticized the argument, 
and has recently (1943) published a careful summary of the facts based on an 



adequate series of skulls. It now appears that the anthropoid apes are much more 
variable than had been supposed, for lie found the ethmoid-presphenoid contact 
in all orangs, most chimpanzees and some gorillas. But neither Ashley Montagu 
nor any other author has attempted any morphological explanation of these 
variations. 

Now, in marsupials (figs. 32, 33) and iiwectivores the body of the presphenoid is 
stout, for it encloses the nasal cavities as they extend back to the region of the optic 
foramina (cp. Wood Jones’s Dasycercus and my fig. 0) and in this case it may be 
widely exposed on the floor of the skull, and the frontals thereby be excluded from 
contact with each other in this region (fig. 40 A). But where the body of the 
presphenoid forms a narrow interorbital septum the frontal bones may grow in to 
articulate with its upper margin, and at the same time with each other, so that 
the presphenoid is excluded from this part of the floor (fig. 40 B). When the frontal 
bones themselves help to for m the septum then they must necessarily meet in the 
cranial floor as they turn ventraBv into the septum (fig. 40 C). 
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it has been shown that- in most New World and Old World monkeys there is a 
well developed septum, so that, as would be expected, the frontals separate the ethmoid 
and presphenoid. Exceptions may be anticipated only in the relatively few forms 
where the septum has been lost owing to the inflation of the presphenoid by air 
sinuses, and indeed the only records of ethmoid-presphenoid contacts are m Alouatta 
(Ashley Montagu, 1943), a peculiar form which no morphologist would consider 
as illustrating primitive conditions. Similarly the presence of the contact in 
anthropoid apes and man is correlated with the inflation of the presphenoid by 
highly developed air sinuses, and the condition of the skull base, which is but the 
surface effect of the underlying structure, must be considered a secondary reversion 
and not truly primitive. In fact, the evidence of the orbital region can be taken as 
supporting the close relationship of the anthropoid apes and man rather than the 
reverse. 



Fig. 40.—Structure of orbital region and .skull base. 


Irreversibility of Evolution. 

The development of the conception of irreversibility of evolution has been 
carefully reviewed by Pctronievics (1919). Dollo’s first enunciation, in 1893, ‘ Un 
organisme ne peut retoumer, meme partiellement, a un £tat anterieur, deja realist 
dans la serie de ancetres referred to the organism as a whole, and his later statement 
of the law merely elaborates his conception. * Un organisme ne reprend jamais 
exactement un etat anterieur, memo s’il se trouve place dans des Conditions de J'Exis- 
tence identiques a celles qu’il a traverse. Mais, en vertu de TIndestructibility du 
Passe, il garde ton jours quelque trace des etapes interm ^diaires qu’il a parcouru \ 
But Dollo’s examples, the pseudo-dentition of an Eocene bird, the pelvis of dinosaurs, 
the tentacular arms of octopods, etc., refer, not to organisms as a whole but to parts 
of organisms. The modern conception of reversibility is represented more closely 
by Arber’s (1919 a) 4 general rule that a structure or organ once lost in the course of 
phylogeny can never be regained : if the organism subsequently has occasion to 
replace it, it cannot be reproduced, but must be constructed afresh in some different 
mode *, though this rule was formulated independently on botanical evidence. 
Needham (1938) has extended the formulation to include physiological as well as 
morphological traits, 4 Evolution is reversible in that structures or functions once 
gained may be lost, but irreversible in that structures or functions once lost can 
never be regained \ quoting as examples the enzymes of bacteria, the physiological 
uraemia of elasmobranehs, the nitrogen metabolism of molluscs, and so forth. 
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Now, Arber (1919 b) collected together a number of examples of reappearances 
of lost organs, some of which have been put forward as exceptions to the ‘ law 
including the reappearance of stamens and ovary chambers in plants and of toes in 
mammals, and Cave and Haines (1944) have added ethmoturbinals in man. But, 
as Arber pointed out, these organs are all members of series, and their reappearance 
can be considered as examples of meristic variation. 

Reversals of evolutionary trends are generally accepted by palaeontologists, for 
example the reduction of the lower jaw in the later elephants and the shortening of 
the legs in forest horses, and Petromevies (1919) suggested that * if a part degenerates, 
but if the disposition of the germen is not too enfeebled, it can be followed by a 
progressive evolution ’, a view elaborated by Muller (1939). Gregory (1935) quoted 
several instances from primate evolution where the ‘ law ' of irreversibility had been 
applied too strictly in ruling out possible phylogenies involving minor reversals 
of trend. Matthew (1937. p. 321) went further, for he suggested that as regards 
individual parts complete reversibility was possible, given that they were ‘ of such 
simple form that the end results of a re-adapt ion could not be practically distinguished 
from the primarv adaption and quoted as examples the tritubercular external 
form of the teeth in certain seals ami whales (ep. my fig. 14). 

The interorbital septum is a clear example of Matthew's type of reversibility 
of simple adaptions. It was deve loped in t he ancestral reptiles, lost in early mammals, 
redeveloped in typical primates and small ungulates, and lost again in sonic monkeys, 
anthropoid apes and man, and in the larger ungulates. It is a simple structure 
dependent for its existence on the arrangement of other structures iu its neighbour¬ 
hood, its ' germen ' is always found m the embryo as a part of the central stem of the 
ehondroeramum, and there is no reason why it should not disappear or reappear in 
the course of evolution. The ethmoid-presphenoid contact, present in typical 
mammals and presumably in early types, lost m t\ pical primates, and regained in 
some monkeys and anthropoids and in man, is another example of the same kind. 

Summary. 

1. The distribution, relationships and structure of the adult interorbital septum 
are described and figured in all groups of mammals known to possess it. 

2. These include several carnivores and ungulates, besides the eared seals, rodents 
and primates, where septa were known previously. 

3. In primitive mammals septa were not found m the adult skull, but may have 
occurred in the chondrocranium of tin* embryo 

4. Possession of a septum in the adult is a primitive feature of the ungulates and 
primates. In both groups the septum may be lost in later evolution 

5. The structure of the base of the skull is correlated with that of the septum, 
for when the frontal hones take part in the septum they must meet each other behind 
the cribriform plate of the ethmoid. 

6. Evolution is reversible in the ease of such simple adaptions as the interorbital 
septum or the ethmoid-presphenoid bony contact. 

My thanks are due for the loan of material in the British Museum (B.M.), the 
Museum of Vertebrate Anatomy, Gam bridge (Camb.). frt. 1 homas s Hospital Medical 
School (Tlios.), the London Zoological Society (Zool. Sue.), the London Hospital 
and Hr. Kamal Wassif and Hr. Bulgakow of Fouad 1 ITuversity, Abbassia, Cairo. 
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EXPLANATION OF LETTERING. 

A lino of dots and (lashes (-• indicates the extent of the cranial cavity in 

several of the figures, and a line ol dashes (.) that of the nasal cavity and nasopharyngeal 

duct. The interorbital septum is stippled. 


ala fig pock. 

ala hypoeluasmatica. 

.V .P.D. 

nasopharyngeal duct. 

A.S.' 

alisphenoid. 

nasal sept. 

nasal septum. 

IKS. 

basisphenoid. 

(KM. 

orbital muscle. 

comm. orh. pur. 

eomnussura orhilo-parietalis. 

o.s. 

orbitosphenoid. 

comm, ftphen . nth. 

commissura spheno-ethmoidahs. 

p. 

parietal bone. 

( 'r.( V. 

cranial cavity. 

pmach. 

parachordal. 

crista trims. 

crista transversal is. 

ptcopl. rt. 

pi eoptic root 

cupola post. 

posterior cupola. 

post opt rt. 

] lost optic root. 

E. 

ethmoid hone. 

p"h 

perforation. 

F. 

frontal bom* 

P.M 

pieinaxilla. 

/is. orb. nas.. 1 
Jiss. orhito-nas. J 

j*orbi to-nasal fissure. 

P.S. 

PI. 

pre-phemud. 
palatine . 

F.O.yfor. opt. 

optic foramen. 

Pt 

ptcngoid bone or muscle. 

F.S. 

frontal sinus. 

ILL. 

rectus lateralis muscle. 

i.o.s ., interorb. "1 
sept. 

jdnterorbital septum. 

ft M. 

Sm. max. 

rectus medialis muscle', 
maxillary sinus. 

l.P.P. 

internal pterygoid plate. 

S.U. 

superior oblique muscle. 

I.T . 

inferior turbmal. 

Sep 

squamosal bone. 

L. 

lucrvmul bone. 

r. 

temporal bone or muscle. 

Lac. sac. 

lacrymal sac. 

Th. 

tooth. 

Mas. 

masseter muscle. 

Tr. ('. 

trabecula craim. 

M. 

maxilla. 

trabi. rudt. 

tiabecular rudiment. 

X. 

nasal bone. 

V. 

vomer. 

nasal cap. 

nasal capsule. 

Z. 

/.ygomatic bone. 

Xus. cav. 

nasal cavity. 

1, U. Ill , IV. 

ethmoturbmals. 
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1. Introduction. 

The superfamily Mormyroidea, which includes the Mormyridae, Notopteridae 
and Hyodontidae, forms an interesting group among the clupeiform fishes, and 
exhibits peculiar specializations in comparison with other Clupeiformes. The clion¬ 
drocranium of a few Clupeiformes is known, since representatives of some families 
have been worked out, but very little information exists regarding the embryonic 
skull of the Mormyroidea. Among this group only that of Uymnarchus (Mormyridae) 
is known to any extent. 

The ehondrocranium of Gymnarchus shows considerable specialization when 
compared with the embryonic skull of Salmo, which may be regarded as representing 
the generalized type of the Clupeiformes. Since our knowledge of the chondro- 
cranium of the Mormyroidea is very incomplete, there is considerable scope for 
further additions to it. The following work on the ehondrocranium of Notopterus 
was, therefore, undertaken at the suggestion of Professor G. R. tie Beer, F.R.S. The 
chief aim was to find out whether the embryonic skull of Notopterus follows the 
lines of specialization seen in Gymnarchus or resembles more the non-specialized 
Salmo. 

In this paper a few selected larval stages are considered. The relative age 
of the different stages is not known; therefore, the length of the larvae is taken as 
an arbitrary guide. The ehondrocranium was studied both by sections and whole 
transparent mounts prepared by a slight modification of van Wijho’s method, since 
his original method (1922) did not yield satisfactory results. This was probably 
because the material is very old (collected in 1915) and perhaps was not fixed in 
any sublimate fixative. (The fixative used at the time of collection was not recorded.)- 
For the preparation of transparent mounts the larvae were stained in 5% solution 
of Victoria blue in 70% alcohol for about 12 hours, then differentiated for 2-3 days 
in neutral 70% alcohol. If sufficient differentiation did not take place during this 
period, treatment with | to 1 % acid alcohol was resorted to. After complete dehydra¬ 
tion, the stained larvae were passed through up-grading mixtures of absolute alcohol 
and benzyl benzoate and finally transferred to pure benzyl benzoate, in which they 
were stored for a number of weeks. The larvae were dissected iri this reagent and 
then after a 3 to 5 minutes’ immersion in xylol were mounted in ordinary xylene- 
balsam in glass cells. Camera lucida drawings of the ehondrocranium of dissected 
larvae were made ; in most cases when they were still in the storing fluid. This 
facilitated proper orientation in any desired position. 

The work was carried out in the Department of Embryology, University College 
London, under the supervision of Professor G. R. de Beer. 1 am extremely grateful 
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to him for suggesting the problem, for ])rovkJing the material, and for his continuous 
guidance, help and encouragement during the course of the work. 1 am also grateful 
to Dr. P. Ford for his friendly help. 

2 . Desokiption of Specimens. 

Stage, A. Unhatched embryo 9.5 mm. tong. 

In this specimen, which is the youngest of the series studied, most, of the cartilages 
of the neurocranium are present and joined up. 11. is therefore not possible to say 
anything about their method of origin. 

The trabeculae extend well forward in the region of the snout, where they do 
not join with one another, but each ends freely (fig. 2). Posteriorly each trabecula 
is fused with the parachordal of its side. Except in the anterior region, where they 
are comparatively broad, the trabeculae m the remaining part of their length 
are cylindrical in section and partly curved in shape : they are widely separated 
from one another. The parachordals are in the form of broad plates of cartilage 
on each side of the notochord, w hich separates them. The pro-otic bridge has not 
yet formed. Its future position is indicated by two small and broad processes 
extending from the parachordals towards the median line behind the anterior end 
of the notochord. Fairly w T ell eliondrified auditory capsules are present. Each 
capsule is fused to the parachordal hv means of the anterior and posterior basicap¬ 
sular commissures. The space surrounded b\ these two commissures, the lateral 


ac 



Fig. 1 .—Notoptcrus chitala —Stage A, 9*3 mm. long—Lateral view of the ehondrocranium. 


edge of the parachordal and the medial edge of the iloor of the auditory capsule is 
the basicapsular fenestra. The auditory capsules are at a higher level than the 
parachordals (fig. 1). From the posterior region of the parachordals arise a pair of 
occipital arches, separated by the notochord. Each arch is fused with the hind wall 
of the auditory capsule, leaving a large jugular or metotic foramen for the exit of 
the vagus nerve. 

This embryo is of interest in showing the rudiments of the future lateral com¬ 
missure : the post-palatine and the pro-otic processes. The former projects latero- 
dorsally in front of the anterior basicapsular commissure, the latter process, wiiich 
is smaller and less prominent, projects latero-ventrally from the wall of the auditory 
capsule. 

Fig. 2 shows that the bilateral topographical disposition of the cartilages of the 
viscera] arches is markedly asymmetrical ; the neurocranium also show’s a twist 
but to a lesser degree. This is di*> to the fact that the embryo lies on one side (here 
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left side) on top of the yolk, more or less compressed between the egg-membrane- 
and the yolk. The developing embryo is thus forced to follow the curvature of the 
egg. This loads to stretching of the outer side and to compression of the inner side,, 
and results in the topographical displacement of the cartilages of the two sides ^ 
This asymmetry is temporary, since at hatching the cartilages become bilaterally 
symmetrical. 



O'S yr^yrs. 


Fig. 2. —Notopterua chitala — Stage A, O’5 mm. long—Dorsal view of the cliondrocraniuirr. 

In the visceral arches, only the skeleton of the mandibular and hyoid arches is 
formed (figs. 1 and 2), none of the cartilages of the branchial arches is yet developed. 
The mandibular arch consists of the pterygoquadrate and Meckel’s cartilages. The 
latter are well developed and do not meet one another anteriorly to form a symphysis. 
In the pterygoquadrate the quadrate region is made up of thick cartilage, from 
which the pterygoid process stretches as a thin pftite. The pterygoid process ends- 
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approximately half-way along the length of the trabecula. The hyoid arch is repre¬ 
sented by the hyosvmpiectic. interhval and eeratohval. Hypo- and basihyals 
have not yet formed. The head of the symplectie is attached only in the anterior 
half of its length to the auditory capsule. A marked constriction in the lower 
part of the hyosymplectic makes the symplectie portion easily recognizable from 
the rest of the cartilage. The hyosymplectic is pierced by a foramen for the hyo- 
mandibular nerve. The ceratohyal is broad and massive. 

A small and independent interliyal or stylohyal lies between the ceratohyal and 
hyos vmpleet ic. 

Stage B. Unhatched embryo. 13 mm. long 

Since this embryo continued to grow while still pressed under the outer egg- 
membrane, the bilateral asymmetry has become more pronounced. 

The anterior ends of the trabeculae ha\e come nearer to each other but are 
not yet joined. A narrow pro-otic bridge has been established, the cartilage of 
which passes dorsally to the notochord. The lateral commissure has been completed 
by the further growth and .subsequent fusion of the post-palatine and pro-otic pro¬ 
cesses (tig. 3). 

The pterygoid process has grown further forwards reaching near the broad 
anterior portion of the trabecula. The head of tin* hyosymplectic is now attached 
in its entire length to the auditory capsule The stylohyal has now established a 



Fig. 3 .—Notopterus chitala —Stage B, 13 mm. long—Lateral view of the chondrocramum. 


cartilaginous fusion at one end with the hyosymplectic and at the other with the 
ceratohyal. A pair of hypohyals has appeared (tig. 4). The basihyal is not chon- 
drified. In the branchial arches, the first, second and third oeratobranchials and two 
median copulae, one behind the other, have appeared. The anterior copula is 
quite short and is situated just behind the hypohyals. The posterior copula is long 
and constricted approximately half-way along its length. It extends from a short 
distance behind the anterior copula to a little in front of the second ceratobranchials. 

Btarje C. In the process of hatching. 14 mm. long. 

This specimen was evidently fixed when it was in process of hatching. The 
trunk and tail of the larva have come out of the outer egg-membrane, which has 
partly broken down, the head is still held (but dorso-ventrally. and not laterally 
as in the earlier stages) between the membrane and the yolk. The bilateral symmetry 
is almost restored. 

In this stage some new features have appeared. Anteriorly the trabeculae 
have joined with one another to form the ethmoid plate (fig. 6). The hypophysial 
fenestra is, therefore, now fully established, bounded laterally by the trabeculae, 

40 * 
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anteriorly by the ethmoid plate and posteriorly by the pro-otic bridge. In the 
anterior region of the ethmoid plate the internasal septum is growing in the form 
of a small upturned median plate of cartilage (fig. 5). The rudiment of the lamina 
orbito-nasalis lias appeared in the form of a small vertical process growing from 
the latero-posterior corner of the broad lateral expansions of the trabecula. More 
dorsallv, an isolated triangular plate of cartilage has appeared. That this is the rudi¬ 
ment of the pre-optic root of the orbital cartilage is evident from its relations to 
nerves and blood-vessels. The post-orbital root, of the orbital cartilage is seen 
growing from the auditory capsule as a post-orbital process. It is pierced by a 
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Fig 4 —Notopterus chitala —Stag© B, 13 mm. long—Ventral view of the visceral arches. 

foramen for the otic branch of the facial nerve. Considering the very small size of 
the otic nerve the foramen is quite large. 

The lateral wall of the auditory capsule has grown further upwards. Laterally 
to the ampulla of the anterior semicircular canal, a hole is created in the lateral 
wall of the auditory capsule. Evidently this was caused by secondary removal 
of cartilage, since in earlier stages this area was occupied by cartilage. This hole, 
however, does not lead to the formation of a fenestra in the skull as it is covered by 
the intertemporal bone. Inside the auditory capsule three small cartilaginous septa 
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for the semicircular canals are present. In fig 5 these septa are drawn as seen 
through the semi-transparent cartilage of the lateral wall of the capsule. The basi- 
capsular fenestra is considerably reduced and is divided into two portions by the 
growth of cartilage (fig. 0). The floor of the auditory capsule shows two depressions, 
one for the utriculus and the other for the sacculus. The floor of the lateral depres¬ 
sion, which lodges the utriculus. is at a higher lewd than that of the other. The 
posterior wall of the auditory capsule is turned backwards, inwards, and forwards. 
The anterior edge of the occipital arch is fused to the lateral aspect of the hind wall 
of the capsule. The foramen for the glossopharyngeal nerve is seen near the 
posterior end of the longitudinal ridge which marks the lateral boundary of the inner 
depression of the floor Behind the pro-otic bridge the parachordals of botli sides 


ac 



Fig. 5 .—Xotopterus chitala —Stage (\ J 4 mm. long—Lateral view of the neurocranium and a 

part of tlie visceral arches. 


are unconnected with one another either below or above the notochord. There is 
no basicranial fenestra. 

The head of the hyosympleetie lias grown further backwards. A median 
basihyal has ap])oared between the hypophyals (tig. 7). It extends a little distance 
anteriorly to the hypoliyals. The first and second eopulae, which chondrified 
separately in the previous stage, are now' fused into a single copula, which extends 
back to the level of the third ceratobranchials. A eeratobranehial has appeared in 
the fourth branchial arch. Hypobranchials have appeared in the first and second 
branchial arches. 

Stage I). Hatched larva . 10 mm. long. 

The pre-optic root has grown downwards, without, however, reaching near the 
trabecula. The .lamina orbito-nasalis has extended upwards in the form of a pillar, 
the median aspect of which is fused to the lateral surface of the pre-optic root. 
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Midway along the dorso-anterior margin of the quadrate a small basal process has 
appeared projecting antero-medially towards the trabecula. 

In the visceral skeleton the ceratobranchial has appeared in the fifth branchial 
arch and epibranchials have appeared in the first four branchial arches. The hypo- 
branchial is now also formed in the third branchial arch. The copula has extended 
backwards in the region of the fifth branchial arch in the form of median condensa¬ 
tions of cartilage (between the fourth and fifth ceratobranchials) interconnected 
with one another and with the copula of the previous stage by means of procartilage. 



Fig. 6.— Notopterua chitdla —Stage C, 14 nun. long—Dorsal view of the neurocranium. 
Stage E. Hatched larva , 17 mm. long. 

The neurocranium docs not show any change of importance, except that the 
internasal septum has extended further upwards, and a narrow tectum synoticum 
has developed over the auditory capsules. 

The basal process has grown considerably in size. There is no indication of a 
basi-trabecular process. 

Pharyngo-branchials have appeared in the first four branchial arches (fig. 8). 
The first pharyngo-branchial is comparatively smgdl; and the last two are inter¬ 
connected with one another. The copula has become quite massive. 
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Stage F. Hatched larvae , ] 8 mm. long. 

The cartilage of the internasal septum is produced upwards in the shape of a 
pointed dagger (fig. 9). The lower half of the septum is thick, the upper half consists 
of a thin medial plate of cartilage. The pre-optic root has grown considerably, but 
it ends ventrally a little distance above the trabecula. Anteriorly the pre-optic 
root is joined to the posterior median edge of the internasal septum by means of a 
broad and curved spheno-septal commissure. Posteriorly the pre-optic root is 
produced into a narrow taenia marginalis, which posteriorly ends freely at a level 
below the anterior end of the postorbital process. 

The lamina orbitonasal is has grown further in size. Its lower half is in the form 
of a pillar, the upper half is considerably expanded. This expanded portion shows 
three processes or projections : two on the anterior edge and one on the postero- 

bh 



Fio. 7 .—Notopterue ohtiala —Stage C, 14 mm. long. Dorsal view of the visceral arclics. Pterygo- 
quadrate of the right side partly removed. 

dorsal edge. Dorsally the lamina is greater in height than the upper edge of the 
pre-optic root (fig. 10) except in the region of the posterior process of the lamina where 
they are level. The entire medial surface of the lamina orbitonasalis is fused with 
the lateral surface of the pre-optic root except in the areas of the three projections 
mentioned above and in a narrow longitudinal area along the remaining dorsal 
margin of the pre-optic root. In fig. 10 the shaded area represents the extent of 
the fusion of the lamina and the pre-optic root. 

Two passages are present between the orbit and the ethmoid region. The first, 
which is dorsal, runs between the upper margin of the lamina orbitonasalis and the 
pre-optic root. It will be seen from fig. 10 that this passage is not a well defined 
canal surrounded on all sides by cartilage. Posteriorly it has neither cartilaginous 
floor nor roof, the lateral wall is»provided by the dorso-posterior process of the lamina 
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orbitonasalis and the medial wall bv the pre-optic root (T.S. at L-J). In front of 
this region the lateral wall of the passage consists of the lamina orbitonasalis: the 
floor is provided by the fusion of the pre-optic root with the lamina: to a slight extent 
the modio-ventral wall is provided by the upper edge of the pre-optic root, the greater 
area of the medial wall is membranous consisting of the dura mater: there is no 
cartilaginous roof (T.S. at G-H). In the anterior region of the passage the lateral 
wall consists of the upper anterior process of the lamina orbitonasalis: there is a 
cartilaginous floor in half of the length of this process: the medial wall is partly 
cartilaginous, consisting of the upper edge of the pre-optic root, and partly mem¬ 
branous provided by the dura mater. Through this dorsal passage the nasal vein 
and the ophthalmic branch of the fifth nerve gain entry to the nasal fossa from 
the orbit. The seventh ophthalmic nerve runs dorsally to this passage. 

The second passage is ventral to the lower edge of the pre-optic root. The floor 
of this passage is provided by the trabecula (T.S. at E-F), the lateral wall by the 
pillar of the lamina orbitonasalis. the roof by the thickness of the cartilage of the 
lower edge of the pre-optic root (which is here fused to the lamina orbitonasalis), 
and the medial wall by the dura mater. The orbitonasal artery and a vein run 
through this passage from the orbit to the nasal sac. The passage is small and 



Fig. 8. —Notopterua chitala —Stage E, 17 mm. long—Lateral view of the visceral arches. The 
mandibular arch and the upper elements of the hyoid arch are not shown. 

there is no cavum orbitonasale since the pre-optic root is fused to the lamina orbito¬ 
nasalis. The pre-optic roots of both sides are wide apart: hence there is no 
interorbital septum. The olfactory foramen (evehens) is anterior to the lamina 
orbitonasalis. 

The trabecula of each side lias become discontinuous because of the absorption of 
cartilage in part of its length (fig. 9). Except for the pre-optic root, taenia marginalia 
and postorbital process, the remaining side wall of the skull is membranous (fig. 10), 
consisting of dura mater heavily reinforced by connective tissue fibres. The 
membranous side wall on each side stretches from the lower edges of the elements 
of the orbital cartilage towards the trabecula in an oblique (ventro-medial) direction. 
The membrane touches the medial edge of the trabecula and then stretches in the 
space (i.e. the hypophysial fenestra) between the trabeculae of the two sides. The 
dorsal surface of the trabecula thus constitutes a sub-ocular shelf. 

Unlike the pre-optic root and the taenia marginalia, which are closely attached 
to the dura mater, the postorbital process is attached only in part of its medial 
surface. Only the medial surface of the anterior finger-like projection and the upper 



THE CHONDROCKANIHM OF NOTOPTERFS 


017 


portion, consisting of about one-third of the breadth of the plate of the postorbital 
process, are closely attached to the dura mater. The lower two-thirds of tin* plate 
bend laterally away from the dura mater. An epidural but intra-mural longitudinal 
passage, ventrally and anteriorly confluent with the orbit, is thus provided through 
the upper portion of which run the V and YTI ophthalmic nerves (fig. 12). In this 
part of their course, therefore, these nerves, though medial to the plate of cartilage, 
do not traverse the true cranial cavity, which is delimited by the dura mater. It 
is evident that in the lower zone of the postorbital process a duplication of the side 
wall has taken place—the inrun- wall being membranous, the outer cartilaginous. 
In a later stage (20 mm ) the inner membranous wall also becomes chondrified to 
some extent by the posterior growth of the taenia marginalis (tig. 11) These rela¬ 
tions show that the Iowan* part (lateral to the nerves) of the plate of cartilage is not 
strictly speaking a part of the postorbital process (which is restricted to the upper 
part of the plate only) but is the anterior extension of the crista parotica. This 
extension, instead of being a ridge has become modified into a thin plate. From 



Fig. 9 .—Notopterus clritala —Stage F, 18 mm. long—Lateral view of tlie neuroeraniurn and a 

part of the visceral arches. 

the very beginning, the postorbital process and the anterior extension of the crista 
parotica develop fused to each other—the ventral edge of the process fused to the 
dorsal edge of the crista. Since the part of the postorbital process medial to the 
crista does not ehondrifv for a long time, the crista parotica appears to be a part of 
the postorbital process, and can only be recognized by its relation to the nerves. 

The anterior tip of the notochord is slightly behind the posterior edge of the 
pro-otic bridge. Except in the posterior region near the posterior basicapsular 
commissure, in the remaining part of their length behind the pro-otic bridge the 
parachordals are still separated by the notochord. Seen in transverse sections the 
parachordals of each side in this region have a thick semilunar outline, disposed in 
such a way that the convex surfaces of the parachordals of both sides support the 
notochord between them. The lower, concave, margin slants away ventro-laterally. 

In the posterior region each parachordal is reduced to a strip of cartilage which 
supports the ventro-lateral artyi of the notochord. The lateral aspect of the 
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notochord is not covered by cartilage. Posteriorly the paraehordals run into the 
posterior basicapsular commissure, which is very thick and supports the lateral 
aspect of the notochord. A median longitudinal strip of cartilage extends over the 
dorsal surface of the notochord in the region of the thin paraehordals. Posteriorly 
this median strip is fused to the anterior end of the dorso-median edge of the thick 
posterior basicapsular commissure. A plate of cartilage extends between the dorso¬ 
lateral margin of this strip of cartilage and the medial aspect of the inturned posterior 
wall of the auditory capsule. The posterior edge of this plate is fused with the 
anterior dorsal edge of the basicapsular commissure. The result of all this is that a 
chamber is formed in which the lagena is lodged. The medial wall of this chamber 
is provided by the notochord, the medio-ventral area by the parachordal, the floor 
by the membrane covering the basicapsular fenestra, the lateral wall consists partly 
of the continuation of this membrane and partly of the cartilage of the floor of the 
auditory capsule; the roof is furnished by the above-mentionod plate of cartilage. 
The hind wall of the chamber is provided by the thickness of the basicapsular com¬ 
missure. Anteriorly the chamber is confluent with the depression lodging the 



Fig. 10 .—Notopterus chilala —Stago F, 18 mm. long—Diagram showing the relations of the 
lamina orbitonasalis to the pre-optic root of the orbital cartilage and to the neighbouring 
blood-vessels. In the figure showing the lateral view of these structures the shaded part 
indicates the actual area of the fusion of the lamina orbitonasalis-wifch the pre-optic root. 

saccule. Ventrally to the latero-ventral area of the membranous wall of this chamber 
will extend the anterior diverticulum of the air-bladder. In this stago the diverti¬ 
culum has not reached underneath the membrane, but extends only below the occipital 
arch. In the 20 mm. stage it lias grown further forwards reaching underneath the 
chamber. 

Stage G. 20 mm. long. 

This is the oldest stage in the collection. The pre-optic root has become quite 
extensive (fig. 11). It is still free from the trabecula. The median spine growing 
from the upper posterior edge of the internasal septum has now grown further back¬ 
wards extending over the region of the lamina orbitonasalis. This spine or slender 
bar of cartilage is the taenia tecti medialis anterior. Except for the tectum synoticum 
it is the sole element yet developed in the roof of the chondrocranium. The taenia 
marginalis has grown posteriorly close to the membranous side wall and medially 
to the plate-like crista parotica as explained above. In figure 11 the upper dotted 
line under the postorbital root indicates the upper edge of the taenia marginalis. 
This edge is fused with the postorbital root. t 
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The trabeculae have been absorbed in the greater part of their length and 
behind the ethmoid plate they do not form a trabecula communis, though both have 
come very near to one another. The posterior half of the auditory capsule is roofed 
over by a thin tectum synoticum. A median process extends from the anterior 
edge of this tectum. No tectum postering is developed. 

The basal process of the pterygo-quad rate is very well developed and its anterior 
part is broad and plate-like. The anterior end of the pterygoid process is articu¬ 
lated by means of the ethmo-palatino and rostro-palatine articulations to the 
trabecula. The retroarticular process of Meckel's cartilage* is strongly developed. 
The lower end of the symplectic is medial to the quadrate, but is not fused with it. 

In the branchial arches the fused pharyngo-branchials of the third and fourth 
arches have now become separated into distinct cartilages. The first three branchial 
arches have separate pharyngo- epi- cerato- and hypobranchials. The fourth arch 
consists of separate pharyngo- and epi-branehiais and fused cerato- and hypobranchials. 
In the fifth arch only the cerato-branchial is represented. From the posterior edge 
of each epi-branehial a process is given out which projects towards the pliaryngo- 
branehial of the arch behind. The process of the epi-branchial of the fourth arch 
is recurved posteriorly and forms a ring. The copula is segmented into two pieces. 
The anterior piece is long and narrow and extends from behind the first to tin* third 
branchial arch. The posterior piece is short and broad and extends to the last 
two arches. 

3. Relations to the Cartilaces of the chief Nerves, Blood-vessels 

and Muscles. 

In the 20 mm. larva tHe m. obliquus superior is attached between the dorso- 
inedial surface of the trabecula and the membranous side wall below the base of 
the pre-optic root. The attachment is behind the lamina orbitonasalis. The in. 
obliquus inferior is attached at the posterior opening of the orbito-nasal passage. 
This passage is small in size and the muscle does not actually enter it to gain a position 
on the medial side of the lamina orbitonasalis. Thus there is practically no anterior 
myodome. The internal, superior and inferior rectus muscles are attached to the 
sub-ocular shelf at an area situated at the beginning of the posterior one-third of 
the length of the trabecula. The posterior or external rectus muscle is similarly 
attached to the sub-ocular shelf, but this attachment is a short distance behind 
that of the other rectus muscles. There is no posterior myodome. 

The infundibulum is very big and is pressed downwards and occupies the 
depression formed by the medial margins of the trabeculo-parachordal junction in 
front of the pro-otic bridge. This posterior region of the hypophysial fenestra of 
Notopterus has a structural resemblance to the anterior part (so-called dorsal part) 
of the posterior myodome of Salrno. The posterior myodome of Sal wo consists of 
three regions (de Beer, 1937, p. 127) : (1) the anterior portion in front of the pro-otic 
bridge, (2) the middle portion under the pro-otic bridge, (3) the posterior portion 
in the form of a groove on the ventral side of tlxe basal plate. In larval Notopterus 
the middle and posterior port ions of the myodome of Salrno are represen ted by very 
small spaces lying below the pro-otic bridge and paracbordals and above the para- 
sphenoid bone. Thus the only portion of the myodome of Salrno represented to 
some extent in Notopterus is the anterior portion. This depression of Notopterus 
cannot be called a myodome since it is not a subdural space lodging the eye-muscles 
but houses an extension of true cranial space as the dura mater is pressed down in its 
cavity by the infundibulum. 

A"trigemino-facialis chamber is present in which the pars ganglionaris and the 
pars jugularis are confluent. The lateral wall of the chamber is formed by the 
lateral commissure. Through the hinder opening of this chamber (between the 
lateral commissure and the anterior basicapsular commissure) the liyomandibular 
facialis nerve and the head vein emerge and the orbital artery enters the chamber 
(fig. 12). The anterior aperture of the trigemino-facialis chamber opens widely 
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into the orbit and through it pass out the palatine, buccalis facialis and the branches, 
of the trigeminal nerve. The head vein, running an ter o - posteriorly, enters the 
chamber through the same opening. The head vein is medial to the trigeminal 
ganglion and lateral to the facial ganglion within the chamber. The hyomandi- 
bularis facialis after emerging from its ganglion runs backwards ventrally to the 
head vein. Posteriorly the head vein runs between the head of the hyosymplectic 
and the auditory capsule dorsally to the adductor hyomandibularis muscle. The 
head vein passes laterally to the glosso-pharyngeal nerve and medially to the vagus. 
Anteriorly the head vein is formed by the union of the superior and inferior orbital 
veins. The superior orbital vein in its turn is formed by the union of two veins 
which drain blood from the ethmoid region (fig. 10). 

The internal carotid arteries passing ventrally to the trabeculae enter the 
cranial cavity through the hypophysial fenestra, but just before doing so, they 
come into contact with the efferent pseudo-branchial arteries, which, running from 
the pseudobraneh, also pass ventrally to the trabeculae. The continuation of the 
efferent pseudobranehial artery is the arteria ophthalmica magna, which passes 
out dorsally to the trabecula. 



Fia. 11 .—Notopterus chitala —Stage G. 20 mm. long—Lateral view of the neurocranium and a 

part of the visceral arches. 

The afferent pseudobranehial artery is medio ventral to the upper, posterior tip 
of the quadrate: therefore this portion of the quadrate represents a rudimentary 
otic process. Before reaching the pseudo branch the afferent pseudobranehial artery 
rising high up runs externally to the orbito-nasal artery. A commissural vessel 
exists between the orbital artery and the afferent pseudobranehial. The pseudo¬ 
branch has lost all connection with the pharyngeal epithelium and is deeply buried 
in connective tissue almost at the level of the trabecula. (In figure 12 it is shown 
pulled down for the sale of clarity.) It has a spherical shape and seems to correspond 
to the 4 glandular ' type of pseudobraneh found in some Teleostei. 

Two arteries, the orbital and the orbito-nasal, are given off by the internal carotid 
artery before it enters the skull. The former enters the trigemino-facialis chamber 
through its posterior opening and, inside the eharpber, runs laterally to the facial 
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•ganglion. The orbital artery runs forward medially to the main branches of the tri¬ 
geminal nerve and to the buccalis facialis. The orbito-nasal artery passes over the 
junction of the lateral commissure and the trabecula. This artery is not enclosed 
here in a foramen as it is, together with the palatine nerve, in Sainto (de Beer 1927). 
The orbito-nasal artery continues its way through the orbit passing medially to 
the main trigeminal branches and buccalis facialis and ventrally to the arteria 
ophthalmica magna and all the eye-muscles, except the inferior oblique to which 
it is dorsal (fig. 10). Eventually it enters the orbito-nasal passage as already 
described. 

The palatine nerve after emerging from the anterior opening of the trigemino- 
facialis chamber passes medially to the orbito-nasal artery and runs, first externally 
and then ventrally to the trabecula. 



Fio. 12 ,—Notopterus chitala .—The relations of the chief nerves and blood-vessels to the 
cartilages of tho chondrocranium. 


The relations of the V and VI l ophthalmic nerves to the side wall of the skull 
have already been explained in the preceding part. The relations of the n. buccalis 
facialis and the maxillary and mandibular branches of the fifth nerve are self-evident 
from fig. 12. and therefore do not require any detailed description. Two points 
should, however, be noted regarding these nerves. The maxillary and mandibular 
branches of V have a peculiar relation to each other. The maxillary branch instead 
of leaving the trigeminal ganglion antero-dorsally to the mandibular branch leaves 
the ganglion postero-ventrally to it, then crosses the mandibular branch medially 
and runs forwards and downwards. At the point of intersection there seems to be 
some exchange of fibres between these two nerves. The second point to be noted 
is that the n. buccalis facialis leaves the facial ganglion high up, behind the oticus 
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facial foramen and then runs down anteriorly to the pituitary vein and the mandi¬ 
bular branch of the fifth ; it passes laterally to the maxillary branch and then runs 
along ventrally to this nerve. Both these nerves pass dorso-laterally over the 
basal process. 

The glossopharyngeal nerve, coming from the brain, passes between the utriculus 
and the saceulus (medially to utriculus and laterally to sacculus) behind the utriculo¬ 
saccular junction. Here, while the nerve is still inside the auditory cavity, the 
supratemporal branch separates from the main nerve, which soon pierces its foramen 
through the base of the capsule. The supratemporal branch on the other hand 
runs posteriorly along and underneath the posterior ampulla and the lower part 
of the posterior semicircular canal to enter the canal or cavity in the cartilage of the 
auditory capsule, which lodges the semicircular canal behind the septum semi- 
circulare posterius. The nerve eventually enters a foramen through the base of 
this cavity. 

4. Conclusions. 

The description of the chondrocranium of Notopierus shows that the embryonic 
skull of this fish closely resembles that of Salmo. Among the chief differences 
between Notopterus and Salmo is the absence of myodomes in larval Notopierus. 
In Salmo an elaborate anterior inyodome is developed, with the result that an inter- 
orbital septum and cavum orbito-nasale are formed, the olfactory nerve passing 
through two foramina—eve hens and advehens—since it traverses a part of the orbit. 
In Notopierus this region is very simple : the lamina orbito-nasalis has not shifted 
anterior to the foramen olfactorium evehens, no cavum orbito-nasalis is formed and 
the pre-optic roots are not fused into any interorbital septum but remain separate 
and wide apart and fused to the lamina orbito-nasalis. Similarly the region of the 
trabeculo-parachordal junction in front of the pro-otic bridge is simplified because 
of the absence of any functional posterior myodome. 

In Salmo an independent orbital cartilage appears which, later on, fuses anteriorly 
with the lamina orbito-nasalis and internasal septum and posteriorly with the 
auditory capsule. The partly-fused pre-optic roots develop late. In Notopierus 
on the other hand the separate pre-optic roots appear quite early, and so does the 
postorbital process from the auditory capsule. No independent orbital cartilage 
(or taenia marginalis) develops, but it grows as a posterior extension of the pre¬ 
optic root and then fuses with the postorbital process. The shape and relations of 
the crista parotica to the postorbital process and to the ophthalmic nerves as 
described above are interesting and are not present in Salmo. The basal process of 
Notopterus is better developed than that of Salmo . It does not however reach near 
the neurocranium. A basitrabecular process is not developed. Apart from these 
differences, the chondrocranium of Notopterus is very much like that of Salmo. 

When compared with the chondrocranium of Oymnarchus , that of Notopterus 
does not show any close similarity to it. In Oymnarchus the orbital cartilage is so 
well developed that it furnishes the complete side wall of the orbitotemporal region, 
a pila antotica secundaria is present, the lamina orbito-nasalis is rudimentary, the 
nasal sacs are small and far removed from the thick internasal septum, the roof is 
fairly well developed and the pterygoquadrate is fused to the hyomandibula. In 
Notopterus , on the other hand, the orbital cartilage is not so well developed, and is in 
no way different from other Teleostei where the side wall is rudimentary and there is 
no pila antotica secundaria; the lamina orbito-nasalis is well developed, the nasal sacs 
are large and close to the internasal septum, the roof is very poorly developed, the 
pterygoquadrate is not fused with the hyosymplectic. Moreover the relations of the 
nerves and blood-vessels to the cartilages in Notopterus are very similar to Salmo 
and not in any way like those of Oymnarchus. The peculiar dorsal cutaneous facialis 
nerve is confined to Oymnarchus alone (Omarkhan, 1949), neither is the splitting 
of the common truncus hyomandibularis into two quite independent nerves, as in. 
Oymnarchus, found in Notopterus. 
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To sum up, this study shows that the embryonic skull of Notopterus more 
closely approaches the generalized clupeiform chondroeraniurn of Salmo than that 
of the specialized Gymnarchus. This is interesting, since Ridewood (1904) who 
investigated the adult bony skulls of the Mormyridae. Hyodontidae and Notopteridea 
came to this conclusion : “ . . . the families Mormyridae, Notopteridae and Hyo¬ 
dontidae, though more closely related inter se than is either family with any other 
family of Malaeopterygian fishes, are not more' intimately related with one another 
than was previously assumed to be the case. . 

The bony skull of Notopterus, therefore, does not resemble the skull of Salmo 
so much as the skull of Gymnarchus, but the chondrocranium of Notopterus 
resembles the chondrocranium of Salmo more than it does that of Gymnarchus. 

5. Summary. 

The development of the chondrocranium of Notopterus is described and com¬ 
pared with those of Salmo and Gymnarchus . This study shows that, in this respect. 
Notopterus has no close resemblance to Gymnarchus but is more like the generalized 
clupeiform chondrocranium of Salmo, although according to Ridewood the adult 
skulls of Notopterus and Gymnarchus are closer to each other than to Salmo or any 
other telcost. 

In the chondrocranium of Notopterus the imodomes are absent. There is no 
interorbital septum A large pro-optic root is fused to the lamina orbito-nasalis. 
There are neither pila antotiea secundaria nor mot optic root. The pterygoquadrate 
is not fused to the hyosv mpleetic. The anterior diverticulum of the air-bladder is not 
lodged within the cavity of the auditory capsule but touches the base of the capsule. 

Relations of the arteries, veins and nerves to the cartilage's are described. A 
normal teleostean common trunous liyomandibularis is present 
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van Wij he, J. W. 1922. Frnho Kntwieklmigstadien de*» Kopf uiid Rumpfskc lefts von 
Acanthias rulgans. Btjdr. tot. <tc lhetk ., 22, pp. 271-298 

7. Explanation of Lettering. 

V.mand n. mandibu laris trigeminus ; Y.max n. maxillans trigeminus: l .oj>h n. oplithalnn 
cus superficially trigeminus; VII hue u. bueealis facialis ; Ylloph n. ophthalmicus superficially 
facialis ; Yllpn n. palatmus facialis 

a be anterior basicapsular commissure ; ac auditory capsule : aom artena ophthalnuea rnagna ; 
apba afferent pseudo branchial artery. 

b part of intertemporal bone covering the space in the wall of the auditory capsule ; bef 
basicapsular fenestra ; bit basidorsal; hit basibxal ; bp basal proc«\ss ; bv basivent ral. 

c6 a _ 5 ceratobranehials 1 to 5 ; eh coralohyal ; eopl-ll first and second copula. 

da dorsal aorta. 

c 6 l - 4 offerent branchial arteries 1 to 4 ; vp ethmoid {date ; epa ethmo-palatme articulation. 

fff facial ganglion ; j'h foramen m hyosympleetic for hyomandibulur nerve ; fot foramen for 
VII otic nerve. 

gf foramen for glossopharyngeal nerve. 

hb^- 3 hypobranchials 1 to 3 ; hdv head vein ; hj hypophys al fenestra ; hp hypohyul : hmn 
hyomaridibular facial nerve ; h* hyosympleetie ; he hypophysial vein. 

ica internal carotid artery ; ins internasal septum ; tom inferior oblique muscle ; iov inferior 
orbital vein. 

jf jugular or metotic foramen. » 
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Ic lateral commissure; Ion lamina orbito-nasalis. 

me Meckel’s cartilage ; mew membranous side wall. 

nc notochord; ns nasal sac. 

oa occipital arch; oar orbital artery ; of olfactory foramen; ona orbito-nasal artery; onv 
orbito-nasal vein; or orbital cartilage ; otn VII otic nerve ; otp otic process. 

pb^ pharyngobranchials 1 to 4 ; pbc posterior basicapsular commissure ; pbr pseudobranch; 
po postorbital process ; poo pre-optic root of orbital cartilage poc-j-lon fused pre-optic root and 
lamina orbito-nasalis; por postorbital root; pplon posterior process of lamina orbito-nasalis; 
pb pro-otic bridge; ptb pterygoid process of quadrate; ptq pterygoquadrate; pwac posterior 
wall of auditory capsule. 

qu quadrate. 

r rib; rap retro-articular process ; rps retro-palatine articulation ; rprb rudiment of pro-otic 
bridge. 

eh stylohyal ; som superior oblique muscle ; sov superior orbital vein; sea septum semioir- 
culare anterius ; sec sphenoseptal commissure ; ssl septum semicirculare laterale ; esp septum 
semicirculare posterius ; ey symplectic part of hyosymplectic. 

to trabecula cranii; tm taenia marginalis ; ts tectum synoticum ; ttma taenia tecti medialis 
interior. 
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Acanthephyra 103, 112 , 123 
dromedarius, larvae 102 
hoeokoli, larvae 00, 03, 05 
larvae 124 
multispina, larvae 03 
puorilis, larvae 102 
purpurea larvai 90, 101 
Ac anthoc v :pit a la 

of West Indies and Surinam 304—405 
Acifenser 475 
Acontias 505 

meleagris, skull 71-88 
niger 80 
ACKOCIIOIIDIJS 
granulatus 307 
javanuuia 307 
Aedes 

easpius 233, 235, 237, 241 
detritus 218, 233, 234, 235. 237, 241 
Ac am a 508 
Ahaetulla 355 

eaudolineatn 355, 307 
Alestes 

grandisquamis 180, 200 
nnberi 180, 200 
liebreeht-sii 180, 200 
moerophthalirms 180, 200 
sp. 207 

Aletomkryx 272 
Algeria 

ecology of inland saline wafers 218- 
242 

Alligator 405, 508 
mississippiensis 401 
Alona 

reetangula 233, 237, 240 
tenuieaudis 233, 237 
Alouatta 591, 502, 507, 508, 004 
maeconelli 394, 300, 400, 410 
stmicuhis 398 
Amblyplana 
cookerelli 431 
Amiurus 475, 470 
Ammotragtjs 
lervia 283 
Amn*cola 

letoumauxiana 233, 237 
pyenocheila 233, 237 
Amphtbolurijs 
barbatus 410 
Amphipolis 
squamata 17 
Amphiporus 

afrioanus * Wheeler 21, 30 
pulcber 38 
ep* 21 

Amphisbaena 80, 86, 508 
fitliginosa 499, 503 
violaeea 81, 82 

JOttRN, LINN, 800,—ZOOLOGY, VQL. XLT, 


Ampujtragulus 272 
Amphotkromorpuuh 409 

A MPLT CAECUM 

Ilia turn * H. A. Bay] is 395, 398 
brumpti 398 
eaoopi 398 
colurutn 397 
ex cava turn 397 
involulurn 398 
novem-papillatum 398 
sehoutedonj 398 
varani 398 
Anohtstiojdes 

antiguonsis, larvae 135, 101 
Ancylostoma 

brazil louse 394, 396 
eaninurn 394, 398 
Anguilla 

vulgaris 470 
Ancuis 359, 488, 508 
fragilis 493 
Anisooaris 
larvae 102 
Annjklla 505, 508 
jailchra 483 
Anniellidae 80 
Anolis 508 

earolinensis 410 
e quest ris 508 
Anopheles 

multicolor 233, 237 
Antelopes 285 
Aplochetlioiithys 
katangae 187,211 
moorueiiMs 187, 210 
Apteryx 499 
Arctiakomeryx 273, 285 
optahis 274 
ArOTOC EPIl A LIIS 
liookeri 580 
Arcti > diaptomus 

sal mils 233, 234, 237, 241 
Arman dia 

intermedia 434, 440 
polyophthalma 440 
Arrenurus 

pervius 233, 237 
Artemi a 

eggs as food for larvao 109 
safina 218, 233, 234, 235, 237 
Arthrochordeitmj um 
appendieulosum 1 
asteromorphae 1 

Arthropod an locomotion 529-570 
Arttoposthia 
cliomenensis 425 
Arvicola 598 
Arcalabotes 493 


43 
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Ascaridia 
galli 394 
Aspjdodera 
raillieti 394 
Astotilapia 

desfontainesi 226 
Ateles 697, 598 
Atilax 589 
Atlantooaris 
gigas, larva© 128 
longirostris, larvae 128 
Auohenoolanis 
occidentals 187, 206 
Audouinia 

punctata 434, 448 
Autolytus 
pictus 434, 444 
Aysheaia 564 


Baccalaureus 
maldivensis 16 
torrensis 16 
Baker, J. R. 

on seasons in tropical rain-forest 50, 243. 
258 

Balaenoptera 597 
Bangweulu Region 
fishes 183-217 
physical geography 183 
Barbus 

barilioides 186, 204 
brevidorsalis 186, 204 
eutaenia 186, 203 
haaseanus 186, 205 
lineomaculatus 186, 204 
lomae * Ricardo-Bertram 186, 203 
macrotaenia 186, 205 
multilineatus 186, 203 
owenae * Ricardo-Bertram 186, 205 
paludinosus 186, 203 
rogersi 205 
triraaculatus 186, 203 
unitaoniatus 186, 204 
vemayi 186, 203 
Bariuus 

neavii 186, 202 
ubangensia 202 
Barringtonia 
asiatica 249, 253 
Baylis, H. A. 
on Cestodes 406-414 
on Nematodes and Aoanthocephala 394 
405 

Beadle, L. C. 

on ecology of inland saline waters 218 
on saline waters of Algeria 218-242 
Bellairs, A. d’A. 

on anatomy of Sauropsida 482-512 
on head glands of Snakes 351 
Bermuda 

Crustacean larvae from 89-181 

Bervddlla 

mucronata 406 
Bibos 279 
banteng 280 
frontalis 230 
gaums 280 


Bison 279, 280, 285 
sivalensis 280 
Bitis 508 

Blastomeryx 272, 285 
Boa 302 

constrictor 364, 366, 367 
Boiga 356 
cynodon 357 
dendrophila 307 
Boleria 

multicarinata 367 
Bos 285, 598 
acutifrons 278, 279 
grunniens 280 
namadicus 279 
primigenius 279 
Brachionus 

plicatilis (rmilleri) 227, 232, 235, 230, 240 
Brachycarpus 140 

biunguiculatus, larvae 135, 138, 141, 145 
larvae 138 
Brachyteles 
hypoxanthus 592 
Bradypits 597 
Branchinectklla 
Kalina 231, 233, 235, 237, 240 
Branchinella 
media 231 
Branchiomma 

vesiculoaum 434, 450 
Bresuia 
larvae 101 
Brinkmannia 47 
Brock, G. T. 

on skull of Aeontias 71 
Brown, D. A. 

on Hippomenella 513-520 
Bryconakthiops 
microstoma boulongeri 186,199 
Bubalus 277, 285 
bu balls macroceros 277 
palooindicus 277 
platyceros 277 
Budoroas 280 
Buffaloes 

their evolution 272-286 
Bufo 

viridis viridis 237 
Bungarus 366/ 508 
fasciatus 357, 358, 367, 483 

Oaenotherium 270 
Caesarea 
dussumieri 367 
Caiman 
sclerops 395 
Calabaria 

reinhardti 367 
Callichthys 475 
Callithrix 597, 598 
jacobus 590 
Calotbs 508 
Caluromys 596 
Canis 597 

Capra 282, 283, 284, 285 
aegagrus 286 
falooneri 286 
ibex 286 
prisca 286 
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Capra ( cont .) 
pyrenaica 286 
savini 286 
siberica 286 
walii 286 
Caretta 508 
Oarioyphus 
larvae 123, 128 
serramarginis, larvae 98 
Caridina 
larvae 123 
Castanospermum 
austral e 249 
Causus 

rhombeatus 356 
Cebus 598 
albifrons 593 
fatuellua 394, 406, 593 
hypo leu cuh 593 
macrocephalus 593 
pallidus 593 
sp. 592 
Cellepora 
pulcra 521 
Cephalophohus 
coeruleus 588, 589, 598 
grimmi 589 
harveyi 689, 598 
niger 589 
Cerberus 

rhynchops 367 
Cercopithecuk 595 
aethiops 595 
grayi 595 
moua 591, 594 
Curebratulus 
aerugatus 21, 24 
fuscus 20, 32 
magalhaonsieus 48 
oleaginus 28 
Bteinini 48 
Ckrvtdae 285 
Cestodes 

of West Indies and Surinam 406-414 
Chaetoceras 

sp. 223, 224, 232, 235, 236, 239, 241 
Ohalcides 508 
Chamaeleo 508 
Charina 
bofctae 367 
Cbxetah 

bones of the fore-limb 259-27 1 
skull in 369-376 
Chelydra 488, 503, 508 
serpentina 494, 496 
Chevrotains 285 
Chjasmodon 
niger 294 
Chironius 
carinatus 415 
Ceuronomiuae 
spp. 233, 237 
CHiAjnrnoMONADAiJES 232 
sp. 236 
Chokdria 

ptebia 436,438, 440, 447,448 
Chonbbocranium 
of Qymnwchm 452-481 
of Kotopterus 608-624 


Chordeumium 
obesum 1 
Chroococcus 
minutus 232, 236 
spp. 232, 236 
Chrysemys 508 
Chhysiohthys 
mabusi 187, 207 
Chrysopelea 356 
ornata 367 
Cirratulus 
punctatus 448 
Cladophora 
fracta 232, 236 
spp. 232, 236 
Oladorchis 
asper 419 
pyriformis 419 
Clarias 

bythipogon 187, 209 
earsomi 209 
gariepinus 187, 208 
lazera 226 

loangwensis, sp. dub. footnote 208 
mossambieus 187, 208 
mellandi 187, 208 
stappersii 187, 208 
Hubmarginatus 209 
theodorae 187, 209 
youngicus * Ricardo-Bertram 187, 208 
Uletocamptus 

rotrogressus 231, 232, 234, 237, 241 
CjuUpea 476 
Uoelosphaerium 

Kuetzingianum 232, 236 ' 

Naegelianum 232, 236 
spp. 232, 236 
Coendou 

proliensiJis 395 
Coleonyx 492, 508 
Coluber 354 

fasciolatus 354, 358, 359, 360, 367 
gemonensis 358, 367 
Constrictor 508 
Contraoaecum 

microcephahim footnote 397 
sp., larvae 394 

CORALLIOCARIS 
atlantica J 37 
graminei, larvae 156, 157 
wilsoni, larvae 150, 156 
CORALLUS 

cookei 367 

CORTIAMOSO IDES 

philanderi 403 
CORYMBORCHIS 

veratrifolia 249, 250 

COUTIERA 

larvae 137 
Cnemaspis 508 
Crocodilus 495, 508 
nilotieus 224, 497 
Crustacea Macrura 
larvae 89-181 
Cruzia 

tentaculata 394 
Cryptoleander 
tenuioomis, larvae 159 
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Cryptoprocta 598 
Ctenopoma 

ctenotis 187, 215 
multispinis 187, 215 
ntuium 187, 215 
CULEX 

latioinctus 23**1, 237 
tipi di form is 233, 237 
Cyanothrix 

Willei 232, 236, 239 
Cyclops 

diaphanus 241 
fimbriatus 241 
viridis 241 
Cyolopterus 
lumpus 474 

Cylindrophis 362, 366, 508 
rufus 358, 359, 362, 364, 360 
Cynictis 

penioiJlata 589 
Cyprinodon 

fasciatus 223, 220, 229, 233, 235, 237, 
239 

Cyfrinus 
carpio 475 
Cystophora 589 


Daphkia 

atkiriHoni 233, 235, 237, 240 
magna 231, 233, 237, 240 
pulex 233, 237 
Dasybranchus 
caducus 434, 449 
Dasycerus 603 
Dasypeltis 
scaber 367 
Dabyurus 596 
Day, J. H. 

on Polyehaeta (fc»t. Helena) 434-451 
Denisonia 
superba 367 
Desmorhynchus 427 
Diaphanocephalus 
galeatus 394 
Diaph a nosoma 

brachyurum 233, 237, 240 
Diaptomus 
salinus 241 
Djdelfhis 

marsupial is azarao 394, 395 
opossum 404 
Didelphys 596, 598 
Dimetrodon 485 
Depetalonema 
gracile 395 

Diphyllobothrilm 398 
dendriticum 407 
trinitalis 406 
Ddplodocus 491 
Diporodemu 8 428 
indigenus 428 
plenus 428 
yuoatani 428 
Dipylidium 
caninum 406 
Dxscias 

atlantieus, larvae 90, 95 
exul, larvae 90 


Index 

Dispholidub 356 
typus 356, 367 
Distiohows 

maeuiatus 186, 202 
Doliciioplana 
earvalhoi 428 
feildeni 428 
joubini 428 
striata 428 

Diucmotherium 272, 285 
DrepaNophorus 47 
roseus 44 
DltOMOMKltYX 272 
Dryophis 356 
naautus 356, 367 

Echinocamftus 

viduus * Beadlo 233, 237, 241 
Ecklonia 

buccinalis 35 
radiata 27 
Elachihtooon 
westermanui 367 
Elaphe 358, 508 
radiata 354, 367 
Elapidae 

venom glands of 356 
Emoia 

cyonura 243, 249, 250, 252, 255 
werneri 243, 255 
Emplectonkma 

ophioeephalum 20, 21, 34 
Enterobiijs 
minutus 394 

E TXT E RO M ORPHA 

intestinalis 232, 235, 236, 239, 241 
Enygrus 
asper 367 
australis 367 

Eotragus 275, 280, 281, 285 
Efhyi>ra 

macellaria 233, 234, 237 
Ephyrina 
larvae 103 
Epicrates 
cenchris 367 
Eqitus 596, 598 
Eretmooaris 

doliehops, larvae, 124 
larvae 119 
X larvae 125 

Erktmocaius—Lysmata group * 127 
Eryx 508 

conicus 358, 503 
jaculus 367 
johni 358 

E UCIilUCHTHYS 

guentheri 187, 210 
Euchlanib 

proxima 232, 236 
Eucyprxs 
itiflata 231 
Eugenia 
Bichii 249 
Buglena 230 
sp. 236 uj 

Eumkcttb 72, 75, 79, 495 ' 

Eunbctes 
muzinus 367 
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Eunice 

gracilis 434, 447 
Eupatra 

semiperforata 233, 237 
Eu pushes 589 
Eupuogyon 

canerivorus 394, 398, 400 
E U RYPUAJIYNUI DAM 339 
Eurypharynx 293 

absence of supraoccipital m 310 
extra visceral cleft iri 379 
pelieanoides 295, 298, 302, 314, 324 
richardi 299 
skeleton of, 307 
spp., larvae 299-302 
Eukythoe 

complanata 434, 430 
Eusylus 
assimihs 443 
sp. 434, 443 
Eimtorius 

banguolensis 187, 207 
Evolution 

of the buffaloes, oxen, sheep and goats 
272-280 

irreversibility of 004 
Exogone 

olavator 444 
hobos 444 

heterochacta 434, 444 
verugera 434, 443, 444 
Eylais 

megalostoma 233, 237 


Felix 597 
pardalis 394 
Ficus 

eopiosu 249 
Fishes 

of the Bangwt ulu Region 183-217 


Galeopithecus 411, 595 
Gammarus 
pulex 227 
Garuga 

floribunda 249, 250 
Gastrostomus 
pacific us 298 
Gazulla 280, 285 
lydekkeri 285 
Gelocus 273, 275, 280 
Genitalia, Terminal 

develop, in Raillietina alouattae 412 
Geodesmus 427 
utroeyaneus 428 
eockerelli 428, 431 
haitiensis * Prudhoo 428, 429 
maculatus 428 
montoyae 428 
Geophila 

herbacea 249, 250 
Gkoplana 
crawfordi 423 
ehlersi 427 
gigantea 420, 427 
k«anali 427 


Geoplana ( cont .) 

sandersoni * Prudhoe 424 
spp. 420 
spp. footnote 421 
vaginuloides 422 
von gun.tori 425 
Giraffidae 285 
Glauconia 
larvae 82, S3 
nigricans 82, 83, 85 
Gloeocapsa 
sp. 232, 230 
GLYCERA 

lapidum 434, 447 
Gnathonemus 

macrolopidotus 180, 198 
monteiri 180, 198 
G NATl L OPIIYLLU M 

amoricaniun, absence noted 130 
Goats 

their evolution 272-280 
G OMPHOSPH AERIA 
aponma 232, 230 
Gonatonotus 
larvae J 22 
Gurney, R. 

on larvae of Crustacea Macrlira 89 
Gymnaruhus 008 
niloticus 452-481 


Haines, R. W. 

on interorbital septum in mammals 585 
Halargyreus 
johnsoni 288 
Halicore 590, 597 
Hamanniella 

mi(»roeepliala 395 
Haplociiromis 
moffati 213 
philander 187, 213 
Harmothoe 
longisetis 435 

Hanctae-helcnae * Day 434, 435 
spinifera 430 
waahli 436 
Harpilius 

beaupresi, larvae 157 
gorlachei 137 
Harrisson, T. H. 

on seasons in tropical rain-forest 50 
Hastings, A. B. 

on Cellepom and Hippoplourifera 521- 
528 

Head glands 

of snakes 351-368 
Heligmodkndrium 400 

ariponse * H. A. Baylis 394, 396 
crucifer 398 
elogans 398 
hassalli 398 
hepaticnm 398 
interrogans 398 
oliveirai 398 
Heloderma 364 
Helogale 
rufula 589 
victorina 589 
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HroOBOS 276, 277, 285 
aoutioomis 277 
Hemiohromis 
bimaoulatus 226 
Hemidactylus 488, 508 
Hemiechtntjs 
auritus 608 
Hemttragus 283, 285 
hylocrius 286 
jayokari 286 
jemlahioa 286 
kunbergii 286 
stehlini 286 
Hermodice 

carunculata var. didymobranchiata 434, 
438, 450 
Herpestes 

brachyunia 589, 598 
griseus 588, 589, 597, 598 
Herfbton 355 
Hbterobranohus 
longifilis 187, 208 
Heterogarftjs 
ensifer, larvae 133 
larvae 133 
Hippolysmata 
larvae 138 
Hippolyte 

oommensttlia, larvae 138 
larvae 122 

ventrioosns, larvae 138 
Hippomenella 513-519 
angustaedes 517 
grandirostris 518 
infratelum 517 
magna 518 
mitzopoulosi 518 
mortenseni 518 
mucronelliformis 513-519 
parviporosa 518 
rarirostrata 518 
rubra 518 
transversata 517 
vermicularis 518 
Mippopetraliella 527 
Hippopleurifera 518, 524 
pulehra 521 
sedgwicki 526 
Hippothoa 

mucronata 518 
Homalofsis 508 
Homo 597,598 
Hoplocaricyphus 
similis, larvae 93 

HOFLOPHORUS 

grimaldii, larvae 108 
larvae 103, 116 
spinicauda, larvae 108 
Hofwood, A. T. 

on some African mammals 259, 369 
on fore-limb of the lion, leopard and 
cheetah 259-271 

on sktill in Lion, Leopard and Cheetah 
369-376 
H orsihlla 

brevicornis 233,237 
Hydbobia 
arenaria 233, 237 
brondeli 230,233,235,237 


Hydrochokrus 
sp. 270 
Hydrooyon 
lineatus 186, 201 
Hydropotes 272 
Hymknodora 
larvae 103, 112 
Hypnea 
specifica 36 


Iotalurus 475 
Idanthyrsus 
pennatus 449 
Iguana 491 
Ilysia 

scytale 358, 367 
Inermicapsifer footnote 411 
Interorbital septum 
in mammals 585 


Knkria 

a uricula ta 186, 199 


^tivelis 186, 205 
nnnectenu 206 
charier) sis 206 
darlingi .186, 206 
forskalii 206 
percivali 206 

simpsoni * Ricardo-Bertram ISO, 206 
Lacerta 485, 492, 493, 502, 505, 508 
agilis 486, 493, 494 
vivipara 495 
Lagenorhynchus 597 
Lagomeryx 272 
Land -Planarlans 

of West Indies and Surinam 420-433 
Laophontk 
mohammed 233, 237 
Lapemis 
hardwickii 367 
Larvae 

of Crustacea Macrura 89-181 
Leandkr 

aflfinis, larvae 1*46 
larvae 138, 145, 159 
longirostris, larvae 144 
squilla, larvae 146 
tenuicomis, larvae 135, 145 
Lesour, M. V. 

on larvae of Crustacea Macrura 89 
LecAne 

aeganea 232, 236, 240 
luna 232, 236 
Lemur 597, 598 
Leopard 

bones of the fore-limb 259-271 
skull in 369-376 
Lepidoohelys 503 
Lepidodaotylus 
lugubris 52 
Lepidosteus 475, 476 
Lefralia 
osperrima 527 
mucroneUiformis 513, 518 
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Leptobos 278, 279, 280, 285 
Lkptochela 
bermudensis, larvae 97 
pugnax, larvae 101 
Lkptodeira 

hotainboia S3, 85, 80, 502 
Lkptotyphlops 
nigricans 82 
Leucihcus 475 
Lialis 508 
bnrtonii 409 
Lichanuka 
trivirgatus 307 
Lioia 504 
Lineus 

eapensis * Wheeler 21, 22, 24 
oorrugatus 20, 29, 31, 48 
lacticapitatUH 20, 24, 27, 29 
olivaceuH 20, 21, 25. 28 
ornatUH * Wheeler 21, 29, 48 
ruber 20, 28, 31 
Lion 

bones of tlie fore-limb 259-271 
skull in, 369-370 
Lithobtub 555 
Litqmosoi d ish 404 
Lizards 

of tropical rain-forest- 243 
skulls romp, with those of snakes 71 
Lobodon 589 
Lumbriconerkis 
cocci rioa 434, 448 
Lyoohoma 73, 78, 79, 80, 492, 505 
oyanurum 243 
kordoarmm 243 
lessorii 243 
Lyngbya 

aostuarii 232, 23G, 239 
major 232, 230 
Martensiana 232, 230, 239 
nigra 232, 230, 239 
Lyomeri 

in British Museum 287-302 
notes on skeleton of 302-350 
structure of the 377-393 
systematic position 342 
Lytorhyncmus 358 


Mabuia 508 
capensis footnote 72 
trivittata 72, 75, 79 
Macaous 594, 598 
Macropharynx 
longicaudatus 298 
Maoropxsthodon 356, 359 
rhodomeles 354, 355, 307 
Macropus 
giganteus 595 
Macrostomum 
sp. 232, 237 
Macrothrix 
hirsuticomis 233, 237 
Manatus 597 
Makyon, S. M. 

locomotion of Peripatus 629-570 
Marcusenius 
diseorhynchus 186, 197 
stappersii 188, 197 


Marmosa 

einerea 394, 395, 403 
Marshall, A. J. 

on seasons in tropical rain-forest 50 
Mastackmbelus 
signatus 187, 210 
Maticora 350 
Mkokelia 
olivacea 27 
Megacyclops 
viridis 233, 234, 237, 241 
Megaliohthys 484 
Megaptera 590, 597 
Melanoides 
tuberculata 233, 237 
Melxnopsis 

maroccana 233, 237 
Mknldia 470 
Merismopedia 
punctata 232, 230, 239, 240 
Mesocaris 
larvae 138 
rocurva, larvae 159 
sp. A, larvae 157 
sp. It, larvae 159 
Meta eve lops 
minutus 233, 237, 211 
Micralkstks 
acut-idens 180, 201 
Microcoleus 
chthonoplastes 232, 230 
Mukophallub 419 
sp. 418 
Mk’-uoplkura 
vazi 395 
Miniopterus 

australis 249, 250, 252, 257 
Modoqua 
saltiana 589 
Moina 

salinarum 231, 233, 237, 240 
Monocaecum 410 
Monognathiidae 339 
Monopeltis 499 
Monostyla 

lamella! a 232, 230, 240 
Mormyrops 
doliciosus 180, 190 
Mormyrus 
eaballus 186, 199 
longirostris 180, 199 
evis 199 
Moschus 272 
mosohiferus 589 
Mucronella 
persona ta 518 
soulieri 527 
Myrtanida 
pinnigera 434, 444 
Mystax 591 
midas 395, 404 


Naja 
naja 358 
Nannocharax 
minutus 186, 202 
Nardoa 
gilberti 367 
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Nasalis 598 
larvatus 595 
Natrix 502, 508 

natrix footnote 354, 355, 360, 362, 363, 
367, 602 
spp. 354 
stolata 335, 367 
subminiata heUeri 355, 367 
Nematocarcin its 
larvae 122, 128 
Nkmatoda 
Hpp. 233, 237 
Nematodes 

of West Indies and Surinam 394-405 
Nkmtcrteans 

from South Africa 20-49 
Nemorrijaedus 280 
Neotraguh 598 
pygmaeus 558 
Nereis 531 

nanciao * Day 434, 445 
Nessja 505, 509 
New Hebrides 

seasons in tropical rain-forest 50-70 
Nicidion 
gracilis 447 
Njtoora 

laoustrN 233, 234, 237 
Notojlca 

scapha 232, 236, 240 
Notoptkrus 
chitala, 609 

chondrocranium of 608-624 
Notostomus 
larvae 103 
Nycticebus 411, 598 


O dontosyi.li s 
fulgurans 443 
polycera 434, 443 
Oerstedia 
maculata 40 

Oioceros 275, 280, 281, 282 
gran gen 281, 282, 284, 285 
kuhlmanni 282 
novorca 282, 284, 285 
proaries 282 
Oligodon 

cyclurus 354, 355, 367 
Omarkhan. M. 

on chondrocranium of Notoptonm 608—624 
on Gymnarchus nilotieus 452-481 
Ondatra 
zibetheea 588 
Onychooephalus 82 
dingo. 83 
Ophiacantha 
imago 1, 17, 18 
severe 2 
OpinoicA 

anatomy 1-19 

appondiculata 1, 2, 5, 14, 15, 16, 17 
asymmetrica * Pyef. 1 
ophiaconthae 1, 2, 13, 14, 16, 17 
Ophiomitrella 
clavigera 2 
Opisthopatus 
roseus 547 


Opisthosylus 
bnmnea 434, 442 
Oreamnos 286 
Ornituorhynchus 596, 598 
Oryctolagus 596, 598, 603 
cuniculus 585 
Oscillatoria 

acutissima 232, 236 
Oortiana 232, 236, 239 
forcnosa 232, 236, 239 
nigro-viridis 232, 230 
Okeni 232, 236, 239 
spp. 232, 236 
tenuis 232, 236, 239 
terobriformis 232, 236, 239 
OSTKICIITHYES 342 
OSTRACODA 

spp. 233, 237 

OSWALDOFILARIA 

sp. 395 
Otarta 

jubata 589 
Ovis 282, 285, 598 
ammon 283 
aries 283 
lervia 283 
musimon 283 
nahoer 283 
orientalis 283 
polii 283 
sp. 285 
Oxen 

their evolution 272-286 


Pachycephala 
fortis 67 
grisoicops 66 
griseonota 67 
gutturalis 51 
inornata 65 
lanioides 65 
leycostigma 67 
melanura 64 
modesta 67 
nudigula 67 
olivacea 66 

pectoralis' 50, 249, 250, 252, 255, 257 

robuata 04 

rosseliana 67 

rufinucha 67 

mfiventris 64 

rufogularis 65 

schegelii 67 

simplex 66 

soror 67 

in tropical rain-forest 50-70 
Pachyportax 276 
latidens 275 

nagrii 275, 277, 278, 279. 285 
Palaemon 160 
rudis, larvae 145 
tenuioomis, larvae 145 
Palaemonetes 

varians 224, 235; larvae 144 
Pandaxus 

oarinatus, larvae 133 
larvae 128 
Papuxosetaria 404 
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Papio rm 
P ARAB OH 27(5 

macedoniae 276, 285 
Parabronema 401 
bonnei 394, 400 
indirum 401 
Par a cyclops 

fimbriatus 233. 237. 241 
PARADREFANOPHO IU> S 

stephensonii * Wheeler 40 
Para m a rp h y« a 
longula 447 
Parap an oaluk 

riohardii, larvae 12 S 
Paratilapja 
kafuensis 214 
Parkas 

carirmtus 354, 367 
Passer 499 
Pecora 

evolution of the 285 
Pedalta 

fenniea 232, 236, 240 
Pkltidocotyle 409 
Perameles 596 
Periclimenes 

subgen. Aneyk)curis, larvae 160 
subgen. Periclimeuneus, larvae 150, 161 
subgen. Periclimenes, larvae 160 
aesopius, larvae 146 
amerieamis. larvae 135, 136 
calmarn, larvae 136 
diversipes 137 
longicaudatus, lan ae 146 
portorieensis 137 
sp. B, larvae 153 
sp., larvae 156 
wilsoni, larvae 150 
Perimia 285 

faleonen 278, 279 
Pertpatoipes 

novue-zealandiao 531 
Peripato as is 
eajxmsis 530 
moseleyi 529 
sedgwiek i 529 
vespuechi 531 
Peripatus 

locomotion of 529 570 
PtetkrsU’h 

rhodesiensis * Ricardo-Bert ram 186, 201 
sp. 201 
tangensis 201 
Pktrocefhalum 
bovei 196 
simus 186, 190 
Philander 

laniger pallidas 404 
Philichthys 

amphiurae 1, 7. 8, 12, 14, 15, 16 
xiphlae 4 
Phoca 589 
Phooakna 597 
PholoIc 

dorsipapillata 434, 436 
Phormidium 
Oorium 232, 236 
molle 232,236,240 
tenue 232, 236 
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PHYLEODOCK 

eolmam * Da\ 434, 438 
laminosa 438 
macrophthalma 434. 43S 
madeirensis 44< > 
mucosa 434. 43S 
Physaloptkra 
dilaiata 394 
mirandai 394 
mims* brazil lens is 394 
Phytia 

myosotis 233, 237 
Pilgrim, 11. E. 

on evolution of the Bovidae 272—286 

PlONOSYLLIS 

longieirrata 434. 443 
Piper 

methv stieuin 219 
Pisidu M 

sp. 233, 237 
Planarta 

sylvatica 427 
terrestris 427 
Plat vflk< t i run 
sp. 358 
Plevturus 
perottett i 358 
Plkorotrocha 

petromyzon 232, 236 
Poepgahus 280 
Poiana 59S 
Poikilophoca 598 
POLYCHAETA 

of St. Helena 434-451 

POLYJJKUU.S 

marmoratiih 394 
Polydesmus 555 

POLYOPUTH ALMUS 

pietiis 434, 449 
Poi.YPTERUs 475 
PoMATOLEIOS 

eroHslandii 25 
Prionospio 

malmgreni 434, 448 
Proampiubos 275. 276, 285 
Prop a via 598 
Prop krv plus 272 
Procletes 

biangulatus, larvae 12N 
gigtts. larvae 128 
systematic posit ion 13 2 
Procris 

pedmicnlata 249 
Propyon 
lotor 398 

Prodremoth kri um 273 
Prolkptobos 278, 279, 285 
Prong Bucks 285 
Propalaeomeryk 272 
Propitregus 597, 598 
Prosthenorc his 
elegans 395, 403 
Prostoma 
aberrans 40 
candidum 21 
cruciatum 40 
dutoiti * Wheeler 21, 39 
esbenseni 40 

44 
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Protkcephalus 409 
amphiboluri 410 

appendiculatus * H. A. Baylis 406 
spp. 410 
striatus 409 
Proteus 486 
anguinus 483 
Protospjrura 
muris 394 

PRUDHOE, S. 

on Land-Planarians 420-433 
on Trematodes 415-419 

PSAMMOPHIS 

sibilans 367 

PSEUDBCHIS 
larvae 85 
Pbeudois 283 

PSYCHOTRIA 

aneityensis 249 
Ptenopus 508 
Ptkropus 

eotinuK 249, 250, 254 
geddiei 249, 250 
Ptyab 

mucosus 354, 355, 358, 367 
PtTNNETTIA 47 
hubrechti 47 
Pyepinoh, K. A. 

on Ophioica, sp. n. 1 
Python 496, 508 
molurus 502 
spilotes 367 


Raillietina 

alouattae * H. A. Baylis 406, 412 
brumpti 412, 413 
celebeusis 412 
demerariensis 412, 414 
equatoriensis 412, 413 
formosana 411 
garrisoni 411 
lateralis 411 
leoni 412, 413 
hiisaledni 412, 413 
madagascariensis 412 
rothlisbergeri 411 
Bana 

ridibunda 233, 237, 238 
Battus 
rattus 394 
Retrocaris 160 

antarctious, larvae 141, 145 
oontraria, larvae 145 
spinosa, larvae 138 
Rhineura 508 
floribunda 508 

Bhinophis 360, 361, 362, 499, 507, 508 
phillippinus 498, 501, 503 
trevelyanus 358 
Rhinosciurus 598 
Rhizoclonium 
riparium 232, 236 
RhYNCHOCTNCTES 
rigens 113 

systematic position 122 


Rhynchodemus 427 
americanus 427 
angustus 427 

aripensis * Prudhoe 427, 428 
blainviUei 427 
borrellii 428 
bromelicola 427 
costarieensis 428 
hectori 427 
pellucidus 427, 429 
samperi 427, 429 
spp. 427 
stenopus 428 
sylvaticus 424, 429 
Rhynchogale 589 
Eicardo-Bertram, C. K. 

on fishes of Bangweulu Region 183-217 
Riohardina 161 
frederici, larvae 179 
larvae 179 

spinicincta, larvae 179 
Rupicapra 280, 286 


Sabelarud tubes 
gen. et sp. 434, 449 
Saccopharyngidae 338 
Saccopharynx 391 

ampullaceus 288, 291, 293, 294, 295, 296, 
302 329 

flagellum 288, 291, 293, 294, 295, 297 
harrisoni 291, 295, 297 
hjorti 294 

johnsoni 289, 294, 295 
schmidti 291, 294, 296, 298 
skeleton of, 328 
specimens recorded 290 
Saimjri 591 

sciurea 395, 404 
St Helena 

Polychaeta from 434-451 
Saline Waters 
of Algeria, ecology 218-242 
Salmo 479, 608, 621 
Sargochromis 
mellandi 187, 214 
Sauropsida 

brain-case and'septum in 482*512 
Scardintus 475 
Schilbe 

mystus 187, 207 
Schizothrix 

lardacea 232, 234, 236, 239 
SciNctrs 

cyanurum 244 
SoiURUS 591 

aestuans 394, 398 
caroliensis 587 
Semnopithecus 585, 597, 598 
Sergestes 
larvae 119 
Serpula 

vermicularis 434, 450 
Sbrranocbrohxb 
angusticeps 187, 213 
kafuensis 187, 213 
thumbergi 187,214 
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Setaria 404 
Sheep 

their evolution 272-286 
Siluroidea 476 
SlLYBURA 
brevis 338 
■Simosa 

exspinosa 233, 237, 240 
Sivacapra 284, 285 

SXRJABINOFILARIA 

skrjabini 395, 403 
Smith, Malcolm 

on head glands of Snakes 351 
■Shakes 

head glands of 351-368 
origin of 428-512 

skulls comp, with those of lizards 71 
Sorex 596 
South Africa 

Nemerteans 20-49 
Spelotrema 418 

Sphenopon 484, 486, 492, 495, 307, 508 
punctatum 497 
Spinicauda 

spinicauda 394 
■Sfirogyra 

spp. 231, 232, 236 
Spirorbis 
sp. 434, 450 
Spiruijna 

subsalsa 232, 234, 236, 239 
Spongicola 161 
koehleri, larvae 181 
larvae 179 

SPONG!CO 1 .HIDES I 61 

Squamanema 398 
Stauroc ephalls 

rubrovittatus 434, 448 
Stenodactylus 508 
Stenopid larvae 
key 181 

Stknopldm A-K. 164-173 
Stenopunc i tlu s 
larvae 181 
Stunop us 

hispid us, larvae 161,175 
spinosus. larvae 161 
Stenosoma 
larvae 82 

■Stephanocemah 272 
Sticholecitha * Prudhoe 415, 418 
serpenfcis * Prudhoe 415 
^tigonema 
sp. 232, 236 
Strix 
sp. 491 
Strongyluris 
sp. 394 
Surinam 

Land-Planarians from 426-433 
Trematodes from 415-419 
Sus 596, 598 
Sylus 

elongata * Day 434, 440 
gracilis 434, 440 
prolifera 434, 440 
sp. 434,442 
variearata 434, 440 


Synalpheus 
goodei 156 
Syncerus 277 
Synchaeta 
tavrna 235, 236, 240 
Synechocytis 
aquatilis 232, 236 
Synodontis 
melanost ictus 209 
nigromaculatus 187, 209 
omatipinnis 187, 210 
Systellaspis 
debilis, larv’ae 103 
larvae 103, 112, 116, 123 


Talpa 599 
Tapir us 

terrestris 119 
Tarbophis 356 
Tarentola 508 
Tarsius 589, 597, 598 
Tatusia 597 
Tchernavin, V. V. 

on Lyomeri 287, 377 
Teclea 
no bibs J 87 
Tellia 

apoda 226, 237 
Terebellid TUBES 450 
Testudo 508 
Tetkacerus 275 
Thalassocaris 
erinita, larvae 133 
danae, larvae 133 
lucid a, larvae 133 
T HAM NOP HIS 508 

chrvsocephalus 571, 581 
equcs eyrtopsis 573 
eques eques 572, 581 
errans 573, 581 

macrostemmus macrostemmus 574, 682 
macrostemmus megalops 574, 582 
melanogaster eanesoens 576, 583 
melanogaster linearis* Smith, Nixon A 
Smith 5 75 

melanogaster melanogaster 574, 582 
phenax phonax 577 
nitipunetftt.ua 577, 583 
sauritus ehalceus 577, 583 
sauritus proximus 577 
scalaris godmani 578, 583 
sealaris scalaris 577, 578, 584 
sirialis 353, 354, 364, 367 
sumichrasti fulvus 579 
suinichrasti aalvini * Smith, Nixon A 
Smith 579 
Theobaldia 

annulata 233, 237 
longiareolata 233, 237 
Tilapia 

galilaea 226 
gilli 226 

macroehir 187, 211 
melanopleura 187, 211 
gparrmanii 187, 212, 246 
Tomodon 356 
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Tosstjnorta 280, 283, 284, 285 
Toxocara 
raystax 394 

Trachyboa 359, 366, 50S 
boulengeri 367 
gularis 367 
Tragueus 273 
javanious 589 
atanloyanUH 58S 
Trematodes 

of West Indies and Surinam 415—419 
Triohkchdh 589 
Trichosttrt\s 596 

TRIG HURTS 

gracilis 395 
minuta. 395 
Trimeresuri r s 
ery thrums 367 
popcorn in 367 
Trimorfhodon 356 
Trogonophis 508 

wiegmanni 82. 498. 501 
Tropic at, rain-forest 
P aehycephaltt in 50-70 
seasons in 243-258 
Tropidonotus 
larvae 85 
natrix 502 
Tropidophts 
melanurus 367 
Tubulanus 

no thus, absence noted 20 
Tupaia 598 
Tufinambin 505 

nigropunctatus 394, 395, 406. 407 
TYLOCHROMIS 

bangwelensis 187, 211 
Typheops 82, 354, 359, 361, 366. 499. 504, 
508 

diardi 360, 361, 364, 367, 483 
dinga 83 
punetatus 359 
Typhlosaurus 80 
aurantiacus 81 
Typton 

tortugae, larvae 159 
Tyrannosattru s 491 


Umbonuea 527 
littoralis 523 
Ungaeia 

maculata 358 
vTrocaris 

longicaudata, larvae 14C 
Uropeltis 
ceylanicus 358, 367 
nigra 358 
pulneyensis 358 

Varan us 488, 505, 508 
monitor 489 
Vaucileria 
spp. 232, 236 
Thuretii 232, 235, 236, 238 
Vipera 364, 508 
asp is 502 

berus 360, 364, 366, 367. 502 
ritsselli 356, 357, 358, 365, 366, 367 
VlPKRIDAK 

\'onom glands of 356 
VUEPAVUS 

profectuH 270 

West Indies 

Trematodes from 415-419 
hand - P lanar i ans from 420-433 
Wheeler, J. F. Q. 

on South African Neniertcans 20 
WOETERSTORFFIA 

blanchardi 231, 241 

Xencjfeltih 364, 365, 508 
unicolor 358, 364, 366, 367 
Xenopomaticiithys 199 
Xerus 598 
setosus 587 
Xiphocariw 
larvae 122 

Zalophits 

ealifomiciiH 598 
Zygobothrium 409 
Zygonemertes 

eajiensis 20, 21, 35 
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